
This is a digital copy of a book that was preserved for generations on library shelves before it was carefully scanned by Google as part of a project 
to make the world's books discoverable online. 

It has survived long enough for the copyright to expire and the book to enter the public domain. A public domain book is one that was never subject 
to copyright or whose legal copyright term has expired. Whether a book is in the public domain may vary country to country. Public domain books 
are our gateways to the past, representing a wealth of history, culture and knowledge that's often difficult to discover. 

Marks, notations and other marginalia present in the original volume will appear in this file - a reminder of this book's long journey from the 
publisher to a library and finally to you. 

Usage guidelines 

Google is proud to partner with libraries to digitize public domain materials and make them widely accessible. Public domain books belong to the 
public and we are merely their custodians. Nevertheless, this work is expensive, so in order to keep providing this resource, we have taken steps to 
prevent abuse by commercial parties, including placing technical restrictions on automated querying. 

We also ask that you: 

+ Make non-commercial use of the files We designed Google Book Search for use by individuals, and we request that you use these files for 
personal, non-commercial purposes. 

+ Refrain from automated querying Do not send automated queries of any sort to Google's system: If you are conducting research on machine 
translation, optical character recognition or other areas where access to a large amount of text is helpful, please contact us. We encourage the 
use of public domain materials for these purposes and may be able to help. 

+ Maintain attribution The Google "watermark" you see on each file is essential for informing people about this project and helping them find 
additional materials through Google Book Search. Please do not remove it. 

+ Keep it legal Whatever your use, remember that you are responsible for ensuring that what you are doing is legal. Do not assume that just 
because we believe a book is in the public domain for users in the United States, that the work is also in the public domain for users in other 
countries. Whether a book is still in copyright varies from country to country, and we can't offer guidance on whether any specific use of 
any specific book is allowed. Please do not assume that a book's appearance in Google Book Search means it can be used in any manner 
anywhere in the world. Copyright infringement liability can be quite severe. 

About Google Book Search 

Google's mission is to organize the world's information and to make it universally accessible and useful. Google Book Search helps readers 
discover the world's books while helping authors and publishers reach new audiences. You can search through the full text of this book on the web 



at |http : //books . google . com/ 





1 



Digitized by 



Google 



Digitized by 



Google 



Digitized by 



Digitized by 



Google 



Digitized by 



Google 



THE WINGS OF INSECTS 



Digitized by 



Google 



Digitized by 



Google 



Digitized by 



Google 







o 

a 

e 

cd 



o 



c 

B 

cd 



go 

o 

.s § 

^^ 

a 8 
^ a 

5^ PSJ 



a be 
cd *t; 

a5 



o 



(/3 



•o c 



e.s 



cd 
^3 



Digitized by 



Google 







/Y 



The Wings of Insects 



An Exposition of the Uniform Terminology of the Wing- 
Veins OF Insects and a Discussion of the More 
General Characteristics of the Wings of 
THE Several Orders of Insects 



By JOHN HENRY COMSTOCK 

Professor of Entomology and General Invertebrate Zoology, 
Emeritus, in Cornell University 



P/:M^ 







ITHACA, NEW YORK 

THE COMSTOCK PUBLISHING COMPANY 

1918 



Digitized by 



Google 






MCZ 
LIBRARY 

MAR 1 - 1S39 

HARVARD 
UNIVERSITY 



COPYRIGHT 191 8 
BY 

THE COMSTOCK PUBLISHING COMPANY 



PRESS OF W. F. HL'MPHRBY 
GENEVA, N. Y. 



Digitized by 



Google 



TO 

ANDREW DICKSON WHITE 

In grateful recognition of the encotiragement 

extended to me in the beginning of my 

scientific work and continued to the 

present tinae, this volume is 

affectionately dedicated. 



Digitized by 



Google 



Digitized by 



Google 



PREFACE 

DURING the last forty years, much attention has been given to the 
development of a terminology of the wing-veins of insects that 
should be available in the descriptions of insects of all orders, and 
that shotdd replace the many systems that have been devised by specialists, 
who have restricted their studies, in each case, to a single order. There has 
resulted from these efforts the perfection of a uniform terminology, which is 
being very generally adopted, and which will doubtless supersede the 
many systems still in use. 

Many investigators have contributed to the attainment of this result. 
A brief review of their more important pubhcations on this subject is given 
in Chapter I of this work. 

As these publications are widely scattered through various journals that 
are to be found only in the larger libraries, most of them are inaccessible to 
many who wish to obtain an understanding of the uniform terminology and 
of the reasons that have led to its adoption. There is, therefore, a demand 
for a comprehensive exposition of this terminology, and for a statement of 
the facts upon which it is based. It is to meet this demand that this book 
is offered to the public. 

I undertook the preparation of this treatise upon the earnest solicitation 
of many co-workers in entomology, and with the feeling that the great 
amount of work, extending over a long period, that I have devoted to this 
subject made it appropriate for me to do so. 

It is now more than thirty years since I began a special study of the 
homologies of the wing-veins of insects, a subject in which my interest had 
been awakened a decade before by my teacher. Dr. Hagen. 

My first effort to solve the problem was undertaken in the course of the 
preparation of an article on the Hymenoptera published in "The Standard 
Natiiral History** in 1884. Much time was devoted to the subject, but 
without the attainment of any results that seemed worthy of incorporation 
in that article. With our present knowledge of the subject, it is easy to see 
how hopeless was the attempt to solve the problem by beginning with a 
study of the highly specialized wings of the Hymenoptera. 

A few years later I attacked the problem again; this time by a study 
of the wings of the Lepidoptera. This was a more fortunate starting point ; 
and considerable progress was made. The results of these studies were 
published in 1892 and 1893. The results obtained by further studies of the 
wings of the Lepidoptera and by a study of the wings of the Diptera and 
Hymenoptera were included in a text book published in 1895. 
. Soon after the publication of this text book, Mr. J. G. Needham and I 
began the investigation of the development of the wings of representatives 

(vii) 
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of all of the orders of insects of which we could obtain living n5niiphs or 
pupae. The results of this investigation were published in a series of 
articles, entitled "The Wings of Insects,** which appeared in the **American 
Naturalist'* during the years 1898 and 1899. 

Since the appearance of this series of articles, I have watched the prepar- 
ation of many theses on the wings of insects, by students in the entomologi- 
cal laboratory of Cornell University. The subject, therefore, has been 
almost constantly in my mind throughout the greater part of my scientific 
life. 

The series of articles published jointly by Dr. Needham and myself is 
the most comprehensive discussion of the wings of insects in which I have 
taken part ; and, consequently, in the writing of the following pages I have 
copied freely from them. I am also under obligation to Dr. Needham for 
continued assistance throughout the preparation of this treatise. 

Acknowledgments of assistance from other colleagues and students and 
from published papers are given in the following chapters, where use has 
been made of it. In this place I will refer only to some of the more impor- 
tant of these contributions. 

The papers that had a bearing on the development of the uniform 
terminology of the wing- veins that were published before the appearance of 
the series of articles by Comstock and Needham in 1898 and 1899 are 
entunerated in Chapter I, to which the reader is referred. 

The most extended use that has been made of the uniform terminology 
of the wing-veins is that of Handlirsch in his great work on fossil insects 
(*o6-'o8). This work was the chief source from which I drew my con- 
clusions regarding the paleontological evidence concerning the primitive 
form of insect wings and the methods of their specialization that are given 
in Chapter IV. 

Among the more important of the more special contributions to the 
application of the uniform terminology of the wing-veins of insects are 
those of Professor J. G. Needham on the Odonata, Miss Anna H. Morgan 
on the Ephemerida, Professor W. D. Fimkhouser on the Membracidae, 
Professor Z. P. Metcalf on the Jassidae, Fulgoridae, and Cercopidae, Miss 
Edith Patch on the Psyllidae, Aphididae, Aleurodidae, and Coccidae, Pro- 
fessor A. D. MacGillivray on the suborder Chalastogastra of the Hymenop- 
tera, and Professor J. Chester Bradley on the Evaniidae. In addition to 
this published paper by Professor Bradley, I have been permitted to study 
a very extended manuscript on the venation of the wings of the Hymenop- 
tera written by him. 

I have also made use of an tmpublished thesis by Mrs. Ruby G. Smith 
on the ' 'Evolution of the Venation in the Anal Area of the Wings of Insects. ' ' 
This thesis embodies the results of an investigation made under my direc- 
tion, to test the correctness of the concluisions reached by Comstock and 
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Needham regarding the venation of the anal area. In the course of this 
investigation the wings of more than six hundred species of insects, repre- 
senting eight orders were examined. 

Nearly all of the figures illustrating this work are reproductions of 
photc^;raphs of wings. In preparing these figures blue prints were made 
from the n^atives and the lines in the prints were inked with waterproof 
India ink; then the blue was bleached from the figures by the use of a 
solution consisting of one ounce of potassium oxalate dissolved in six ounces 
of water. This results in producing figures suitable for reproduction by 
photo-engraving. By this method very accurate figures can be made 
easily, even of complicated wings like those of the Odonata. 

John Henry Comstock. 
Entomological Laboratory, 
Cornell University, 
November, 1917. 
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THE WINGS OF INSECTS 

CHAPTER I 

THE GENESIS OF THE UNIFORM TERMINOLOGY OF THE 
WING-VEINS OF INSECTS 

From the earliest days of systematic entomology to the present, much 
tise has been made of the wings in the classification of insects. The names 
of the Linnean orders were all suggested by the nature of the wings except 
one, Aptera, and that by the absence of wings; many of the established 
families of insects are most easily recognized by peculiarities in the form of 
tjie wings; and himdreds of genera have been distinguished by details of 
wing-venation. 

A reason for the extensive use of characteristics of wing-structure in the 
classification of insects is the ease with which they can be observed. Owing 
to the broadly expanded form of the wings, it is more easy to see variations 
in their structure than it is to see variations in the form of other parts of the 
body. The wings are open pages upon which are to be read, with compara- 
tive ease, the results attained by the processes of evolution. • 

Although the wing-characters have been used in the classification of 
insects from a very early period, a full appreciation of their importance for 
this purpose is a matter of comparatively recent growth. It was not tmtil 
it was demonstrated that the wings of aU winged insects are modifications of 
a single primitive type that it was possible to fully understand the taxo- 
nomic value of these organs. 

The early entomologists who worked without the aid of the modem 
conception of organic evolution, only vaguely attempted to recognize those 
homologies of the principal wing-veins that we now know to exist. The 
result was the establishment of many different systems of terminology, the 
students of each order having a system of their own, and in some cases 
several different systems were used by the students of a single order. 

It would require too much space to explain all of these systems. The 
student who uses the older books will need to learn the particular system 
employed by the author he is studying. In later chapters, under the dis- 
cussion of the venation of the wings of the separate orders, a table is given, 
when practicable, in which one or more of the older systems is compared 
with that of Redtenbacher and with the one adopted in this work. 

(1) 
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2 THE GENESIS OF THE TERMINOLOGY 

It seems probable that the short paper published by Dr. Hagen in 
1870, entitled '* Ueber rationelle Benennung des Geaders in den Flugeln der 
Insekten" was the beginning of the series of efforts to establish a system of 
terminology of the wing-veins of insects applicable to all orders of insects. 
For the author of the "Bibliotheca Entomologica*' was very familiar with 
the literature of entomology then published, and had there been earlier 
efforts in that direction he would have quoted them. 

It is with much pleasure that I remember that my own interest in this 
subject was first awakened by a lecture Dr. Hagen delivered to me, his 
first American student, in the summer of 1872. In this lecture he called 
my attention to the paper referred to above, then only two years old, and 
urged the importance of investigations in this field. 

Dr. Hagen recognized six longitudinal veins, four principal veins and a 
branch of each of two of these. His paper is accompanied by a plate, 
which is reproduced here (Fig. i) ; but no explanation of the plate is given, 
and there is no reference to it in his text. It is evident, however, from his 
descriptions of the veins that he recognizes, that the significance of the 
lettering of the plate is that indicated below. The six longitudinal veins 
recognized by him are named as follows: subcosta (a), mediana (6), hind 
branch of the mediana (60 » front branch of the submediana (c^, sub- 
mediana (c), and postcosta (d). 

Dr. Hagen's view regarding the practicability of establishing a tmifonn 
terminology of the wing-veins met with little if any favor among the leaders 
in entomology. For example, Dr. Graber, in his ** Die Insekten" published 
in 1877 (Vol. I, p. 196), in referring to the effort to establish a imiform 
terminology says that, as a matter of course, no scientific significance should 
be attached to such attempts. 

Even as late as 1895 Professor David Sharp, in his most excellent text 
book of entomology (Camb. Nat. Hist. Vol. 5, p. 107-8), writes as foUows: — 

** Various efforts have been made to establish a system of nomenclature 
that shall be imiform throughout the different Orders, but at present suc- 
cess has not attended these efforts, and it is probable that no real homology 
exists between the nervures of the different Orders of Insects." 

This statement by Dr. Sharp was made in spite of the fact that the 
classic contribution of Josef Redtenbacher, **Vergleichende Studien uber 
das Flugelgeader der Insecten** (1886) had appeared nearly a decade before; 
in fact, it was probably this paper that suggested it; for the obscurity into 
which Dr. Hagen*s paper had fallen would have saved it, standing alone, 
from comment. ' 

It was not till the appearance of Redtenbacher's paper that any great 
progress was made in the establishment of a uniform terminology of the 
wing-veins. This paper with its ntmierous illustrations drawn from nearly 
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Fig. I. — The plate illustrating Dr. Hagen*s paper "Ueber rationelle Benenung dcs 
Geaders in den Flugeln der Insekten." 
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4 THE GENESIS OF THE TERMINOLOGY 

all orders of winged insects, is really the starting point in the actual solution 
of the problem. 

Before referring farther to Redtenbacher's work, it is desirable to discuss 
briefly some publications that had a profound influence on it. These treat 
of the relation of the tracheation of the wings to the wing-venation and of 
the supposed existence of two morphologically distinct tjrpes of wing-veins, 
the convex and the concave. 

The earliest reference that I have found to the relation of the trachea- 
tion of the wings to the wing-venation is that of Carl Semper ('57) who 
stated that in the development of the wing the direction and course of the 
wing-veins are determined by the tracheae the principal branches of which 
indicate the wing-veins when of the latter no trace is to be seen. 

Semper, however, did not obtain a correct understanding of the method 
of development of the wing-veins. He represented a cylinder of epithelial 
cells, which he states secrete later on their inner surface the chitin that 
forms the vein. It is evident that he considered the wing-vein as a separate 
structure from the membrane of the wing. It is an interesting fact that 
Semper represented a nerve within the wing-vein. Such nerves are now 
well-known and the connection of their branches with scales and setae 
has been figtu*ed by several writers. 

Landois ('71) figures the larval wings of a Vanessa and calls atten- 
tion to the now well-known fact that the larval tracheoles of the wing, the 
"geknauelten Tracheen," occupy exactly the position occupied later by the 
wing-veins. He also describes the degeneration of these tracheoles and 
the development of the permanent tracheae in the same jKJsition. He 
overlooked the fact that the permanent tracheae are developed during the 
last larval staditun, observing them first in the pupal instar. 

A more serious error on the part of Landois was the description of 
elastic cords covered with an epithelium and closely parallel with the 
permanent tracheae, in the pupal wing. These he termed the "Flugel- 
rippen" and states that they lie close upon the lower membrane of the wing. 
According to his view a completed wing-vein consists of one of these 
***Plugelrippen sensu strictiori," tracheae, and the united upper and lower 
membranes of the wing enclosing these parts and a space in which the 
blood flows. 

I can not imagine what Landois saw and described as the "Flugel- 
rippen sensu strictiori.** I have been imable to find any such structure 
in any of the wings that I have studied. Spuler ('92) however, gives a figure 
of a cross-section of a wing-vein in which he represents it, and refers to it 
in his text as the so-called "Rippe** of Semper, but gives no description of it. 

In 1879 the **Ueber Insectenfluger* by G. Ernst Adolph appeared. The 
publication of this work was unfortunate ; for it added little of value to our 
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knowledge and did much to retard the progress of the solution of the 
problem of which it treated. 

In this work Adolph elaborated a theory of alternating convex and 
concave veins. This was based on the fact, already pointed out by several 
writers, Selys-Longchamps, Saussure, Hagen, and others, that as a result 
of a corrugation of the wings some of the veins extend along raised lines and 
others along sunken ones. He also made use of the results of Landois 
concerning the relation of the tracheae of the wings to the wing-veins. 

According to this theory the wing tracheae determine the position of the 
concave veins, which represent the foundation of the vein S3rstem. Only 
later is each tracheal tube inclosed by a mass of chitine and thereby trans- 
formed into a vein. At the same time, according to Adolph, the tracheae 
force the two wing-plates apart and cause a thinning of the membrane, 
which shows itself, among other ways, by the fact that the wing regularly 
tears tmder pressure or strain along the concave veins. Between these 
primary, or concave veins appear later thickenings of the wing-membrane 
in the form of chitine lines with which the tracheal tubes and blood channels 
are finally associated, and which form the secondary, or convex veins. The 
two sorts of veins, accordingly, stand in direct opposition to each other; 
since the first is produced by a thinning, and the last by a thickening of the 
wing-membrane; and since, in the former, the tracheal tube, in the latter, 
the chitinous lines represent the primary foundation. 

Subsequent investigations have shown that there is little to support 
this remarkable theory. There is only one method of formation of the 
principal wing-veins; and the differences in position of the veins, that is 
along raised lines or along sunken ones, is merely the result of a secondary 
corrugating of the wings. 

Redtenbacher was profoundly influenced by the theory of alternating 
convex and concave veins elaborated by Adolph and made his system of 
terminology conform to it absolutely. He recognized five fields in the 
wing each traversed by a convex vein. These veins he designated by the 
consecutive odd Roman characters: I, III, V, VII, and IX. He also 
applied to these veins the names costa, radius, media, cubitus, and anaj 
vein. 

These names he selected from the many names then in use except in the 
case of media, which was proposed by him for the vein to which that name 
is now applied; and which previously had been generally regarded as 
belonging partly to the radius and partly to the cubitus; although it had 
been recognized as a principal vein by Edward Doubleday long before. 
See his "Remarks on the Genus Argynnis*' (Trans. Linn. Soc. vol. XIX, 

1845). 

To the concave veins, which Redtenbacher, following Adolph, believed 
to alternate with the convex veins, be applied the consecutive even Roman 
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characters: II, IV, VI, VIII, X. In the case of wings with an exi)anded 
anal area the ntambers XII and XIII are also used. 

The only so-called concave vein to which he applied a name is the 
subcosta. 

In subsequent modifications of his system the six names used by him, 
costa, subcosta, radius, media, cubitus, and anal veins have been adopted. 

The branches of the principal veins were designated by adding Arabic 
ntmaerals to the Roman numeral designating the principal vein. Thus the 
branches of vein III are designated successively as IIIi, III2, Ills, III4, 
and III5. 

It was unfortunate that Redtenbacher was misled by the erroneous 
theory of alternating convex and concave veins elaborated by Adolph. The 
result was that, although Redtenbacher recognized the homologies of the 
main stems of the principal veins, he, in his efforts to apply this theory, was 
led into many serious errors. The result is that the terminology now 
adopted differs much in detail from that of Redtenbacher upon which it 
was based. These differences are indicated in later chapters. 

Redtenbacher was also misled by the then conmionly accepted view of 
the paleontological data bearing on the evolution of wings. Stating this 
view he writes (page 155) as follows: — 

The geologically older Orthoptera and Neuroptera show a much richer 
venation than the Coleoptera, Lepidoptera, Hymenoptera, and Diptera; 
likewise among the Rhyncota, the oldest forms, the Cicadida and the 
Pulgoridae, possess much more numerous veins than the Hemiptera. There 
is apparently, then no doubt, that the oldest insect forms were provided to a 
certain extent with a superfluity of veins, and that, in the course of develop- 
ment, all the superfluous veins disappear by reduction, and, in this way a 
simple system of venation was brought about. 

The acceptance of these two erroneous views, the theory Jof alternating 
concave and convex veins and the belief that the first winged insects had 
many wing-veins, did much to retard the progress of the efforts to establish 
a tmif orm terminology of the wing-veins. 

Redtenbacher's adherence to the theory of Adolph was short lived, 
however; for two years after the publication of his larger i)aper one 
appeared, of which he was the junior author (Brauer und Redtenbacher, 
1888), in which the theory of different origins of the concave and convex 
veins is discredited. But there is no suggestion in this paper of a modifica- 
tion of the Redtenbacher system of terminology of the wing-veins. 

With the appearance in 1891, 1892, and 1893 of papers by Dr. Erich 
Haase and by Dr. Arnold Spuler, there began a series of modifications of the 
Redtenbacher terminology. 

The first of these three papers was a brief abstract by Haase C91) of 
his conclusions regsu^ding the development of the wing-veins of Papilio 
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Machaon. Then followed the more general work of Spiiler ('92) entitled 
**Zur Phylogenie und Ontogenie des Flugelgeaders der Schmetterlinge/* 
And last of the three was the completed work of Haase ('93 ), his '*Unter- 
suchungen uber die Mimicry auf Grundlage eines nattirUchen Systems der 
Papilioniden.'* 

In this paper Haase gave excellent figures of the tracheation of the wings 
of the pupa of Papilio Machaon and showed the relation of the tracheae to 
the wing-veins of the adults; and he designated the wing-veins in his 
figures, by abbreviations of the names that he adopted for them instead of 
by numbers. 

Like Spuler and Bauer and Redtenbacher, he regarded costa as merely 
the thickened margin of the wing and not a vein; and as the first anal 
trachea coalesces with the cubital trachea at the base in this species, he 
believed cubitus to be three-branched. The second and third anal veins 
he designated as the first and second branches of the "dorsal vein." The 
veins that he recognized are subcostalis, radiaUs with five branches, 
mediana with three branches, cubitalis with three branches, and dorsalis 
with two branches. 

Spuler, in his paper which followed the brief abstract pubUshed by 
Haase but which appeared before the publication of the completed work by 
Haase, recognized two areas in the wing: an exi)anded area, which he 
termed the **Spreitentheil;'* and a folded area, the **Faltentheil.*' The 
veins in the former, he numbered with Roman numerals ; those in the latter, 
with Greek letters. He began his ntmibering with the subcosta, which he 
designated as vein I ; for, as he failed to find a trachea in the costa, he did 
not regard it as a vein. He also omitted from his series of veins, and very 
correctly, the supposed concave veins IV and VI of the Redtenbacher 
system. The result was that he recognized five veins in the expanded area 
of the wing, which he designated as veins I, II, III, IV, and V respectively, 
and two veins in the folded area, vein a and vein p. The veins that he 
recognized in the expanded area are those now known as the subcosta, 
radius, media, cubitus, and ist anal; those of the folded area are the 2d 
and 3d anal veins. 

Probably the most important result of Spuler's investigations was the 
determination of the type of the lepidopterous wings by a study of the 
tracheation of the wings of many lepidopterous pupae and of the venation 
of the wings of a large series of adults. 

Packard C95) published an extended review of Spuler's paper and 
furnished some additional matter and figures. He adopted the terminology 
of Spuler except that he numbered the anal veins V, VI, and VII. He 
followed Spuler in not regarding the costa as a vein and applied the name 
costa and the number I to the subcosta and the name subcosta and the 
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number II to the radius, following Heinemann and other of the older 
writers on the Lepidoptera as regards the names of these veins. 

Before the publication of Spuler's paper the writer had made an 
extended study of the evolution of the wings of the Lepidoptera. His 
more important conclusions were presented in a lecture before the California 
Zoological Club, Jan. 30, 1892, an abstract of which was published in 
Zoe. vol. Ill, pp. 84-86. This paper includes the suggestion that the 
Lepidoptera should be divided into two suborders, the Jugatae and the 
Frenatae. 

Later in the same year the writer, to whom the works of Haase and of 
Spuler were still unknown, read a paper before the American Association 
for the Advancement of Science (see Proc. A. A. A. S., 41st Meeting, Aug. 
1892) entitled **The Descent of the Lepidoptera. An Application of the 
Theory, of Natural Selection to Taxonomy.** 

In the following year (1893) ^^^ results of the studies briefly outlined 
in the two preceding commtmications were published in a i)aper entitled 
"Evolution and Taxonomy. An Essay on the Application of the Theory of 
Natural Selection in the Classification of Animals and Plants, Illustrated 
by a Study of the Evolution of the Wings of Insects, and by a Contribution 
to the Classification of the Lepidoptera** (The Wilder Quarter-Century 
Book.) 

Although no changes in the Redtenbacher system of terminology of the 
wing-veins of insects was suggested in these communications, they are 
quoted here because there is no doubt that the later consistent application 
of the method of study indicated in them hastened the putting of the 
uniform terminology of the wing-veins on a firm basis. The method is 
briefly outlined in the following quotation from the abstract published in 
the Proceedings of thfe American Association (/. c.) : 

"There is indicated in this paper a method of applying the theory of natural selection 
to taxonomy somewhat more fully than seems to have been done before. 

"The method consists in beginning with the study of a single organ possessed by 
the group of organisms to be classified. The variations in form of this organ are 
observed; the fimction of the organ is studied; and an effort is made to trace out the 
phylogenetic development of the organ, keeping constantly in mind the relation of 
the changes in form of the organ to its fimction. In other words, the record of the 
action of natural selection upon the group of organisms is read as it is recorded in a 
single organ. This gives data for a provisional classification of the group. Then 
another organ is selected and its history worked up in the same way. Then the results 
obtained in the two investigations are compared; and where they differ there is indi- 
cated the need of renewed study. For if rightly imderstood the different records of 
the action of natural selection will not contradict each other. The investigation is 
continued by the study of other organs and a correlating of results obtained imtil a 
consistent history of the group has been worked out. 

"This method differs from that commonly employed, in being a constant effort 
to determine the action of natural selection in the modification of the form of organisms, 
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in order to better adapt their parts to perform their functions. By the old method a 
search is made for characters by which a group can be divided and subdivided with but 
little regard to the meaning of these'characters. In fact we rarely see in purely taxono- 
mic works any reference to the functional significance of the characters used. 

"As illustrating the proposed method of study, the structure and function of the 
wings of the Lepidoptera are discussed and conclusions are drawn from this study 
regarding the phylogenetic development of the order." 4 

The next step in advance in the development of the uniform nomen- 
clature of the wing-veins was made by the writer, who worked out the 
homologies of the wing-veins of the Lepidoptera, Diptera, and Hymenop- 
tera and published his results in **A Manual for the Study of Insects*' 
(1895). In the preface of the book he said: 

"The principal features of notation of wing- veins proposed by Josef Redtenbacher 
have been adopted. But as the writer's views regarding the structure of the wings 
of primitive insects are very different from those of Redtenbacher, the nomenclature 
proposed in this book is to a great extent original. The chief point of difference arises 
from the belief by the present writer that veins IV and VI do not exist in the Lepidoptera, 
Diptera, and Hymenoptera; and that, in those orders where they do exist, they are 
secondary developments.'* 

I had already reached the conclusion that the few-veined wings of 
Hepialus represented the primitive type more closely than the fan-like 
wing of the Ephemerida, as was commonly believed. But as I had not 
made, at that time, careful studies of the wings of insects with many wing- 
veins I was willing to admit that the veins IV and VI of the Redtenbacher 
system might exist as secondary developments in those orders with fan-like 
wings. 

The investigations of the writer referred to above were based on 
examinations of the wings of adult insects. Soon after the publication of 
the volimie just cited, Mr. J. G. Needham, then a graduate student in the 
entomological laboratory of Cornell University, and the writer began the 
investigation of the development of the wings of representatives of all of 
the orders of insects of which we could obtain living nymphs or pupae. 
The results of these ontogenetic studies were published in a series of articles 
entitled **The Wings of Insects," which appeared in the American Naturalist 
during the years 1898 and 1899. This series of articles established on a 
firm basis the uniform terminology of the wing-veins. The results of our 
investigations are given in detail in subsequent chapters. 

In recording the results of our studies we found it necessary to introduce 
an important modification of the Redtenbacher system. As the non 
existence of veins IV and VI of the Redtenbacher system was demon- 
strated, and as it was desirable that the nimibering of the principal veins 
should be continuous, a modification of the Redtenbacher system was 
obviously desirable. But we were met by another difficulty due to the fact 
that Spuler and others did not regard the costa as a vein and began their 
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ntambering of the veins with the subcosta which they designated as vein I. 
These facts led us to make the following statement: 

"In designating the wing- veins they may be either named or numbered. The 
simplest method is, doubtless, to nimiber them ; and had the system which was proposed 
by Redtenbacher been based on a correct understanding of the primitive type, nothing 
better could be desired. Bui* it was not; and, as several modifications of the Redten- 
bacher system are already in use, it seems doubtful if tmiformity in numbering them 
could be soon brought about. 

"From the great mass of names that had been proposed for the principal wing-veins, 
Redtenbacher selected a set of terms, to the acceptance of which no objection has been 
urged. It seems, therefore, that the surest way to bring about uniformity of nomen- 
clature is to give up the attempt to apply a set of numbers to the wing- veins, and to use 
the names adopted by Redtenbacher. These names and the abbreviations of them 
which we shall use in our text as well as in the figures illustrating it, are as follows: 

Costa, C Media, M, 

Subcosta, Sc, Cubitus, Cu, 

Radius, R, Anal veins, A. 

*'In designating the branches of the forked veins* we have adopted the principle 
of numbering them proposed by Redtenbacher and combine the numbers with the 
abbreviations of the names of the veins. Thus, the first branch of radius is designated 
as radius-one; and for this term the abbreviation Ri is used." 

The terminology of the wing-veins elaborated by Comstock and 
Needham in the series of articles referred to above is now commonly 
designated as the Comstock-Needham system. But it should be remem- 
bered that this system is merely a modification of that proposed by Red- 
tenbacher; and the fundamental work of this author should not be over- 
looked. 

Redtenbacher's system, being based upon the erroneous theory of 
Adolph was not available without modification. This had been shown by 
Brauer and Redtenbacher, Haase, and Spuler. But as each of these 
authors maintained that costa is not a vein, an incorrect starting point for 
the nimibering of the veins was indicated. 

Comstock and Needham demonstrated that costa is preceded by a 
trachea and is therefore a true vein. Previous to the publication of their 
articles Spuler had worked out the lepidopterous type of venation (except 
as regards costa), and Comstock had also worked out that of the Lepidop- 
tera, and in addition that of the Diptera, and Hymenoptera. Taking up 
the work at this point, Comstock and Needham extended it by a study of 
the development of the wings of representatives of nearly all of the orders of 
winged insects, and presented a hypothetical type of primitive wing- 
venation from which they believe that the venation of the wings of all 
orders have been evolved. They also pointed out the various methods of 
specialization by which the primitive type has been modified. This placed 
the uniform terminology on a broad and firm basis. 
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Although the uniform terminology adopted here is based on that of 
Redtenbacher, the modifications of the older system that have been foimd 
necessary have resulted in marked differences in detail between the two 
systems. These dififerences are indicated later in the discussions of the 
venation of the wings of the several orders. 

Since the appearance of the series of articles by Comstock and Needham, 
the homologies of the wing-veins of several groups of insects have been 
studied by various authors. The more important of the contributions on 
this subject are referred to and utilized in later chapters; and are listed in 
the bibliography at the end of this essay. 

The work that remains to be done to perfect the uniform terminology of 
the wing-veins is the application of this system in the descriptions of those 
highly specialized groups of insects where the homologies of the wing-veins 
are difiBcult to determine. This can be well done in each case only by a 
specialist who makes a thorough study of the wings of the group, family or 
order in question, and compares these wings with those of more generalized 
forms. This work will doubtless require many years for its completion; 
but the value of the results in determining the relationships of the groups 
studied will be worth the effort. 
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CHAPTER II 
THE TRACHEATION OF THE WINGS OF INSECTS 

A Study of the developing wings of njnnphs and of pupae has shown that 
in the more generalized orders of insects the principal, longitudinal wing- 
veins are formed about tracheae, which extend into the wing early in its 
development and before the beginning of the formation of the wing-veins. 

As these tracheae are very constant in number and position, they furnish 
the most available data for determining the homologies of the wing-veins 
that are later developed about them. 

An accoimt of the earlier publications on the relation of the tracheation 
of the wings to the wing-venation is given in the preceding chapter. A 
comparative study of the tracheation of the wings of the several orders of 
insects for the purpose of determining the homologies of the wing-veins was 
first made by Comstock and Needham CqS-'qq). That work of this kind 
had not been undertaken previously was doubtless due to difficulties that 
stood in its way. 

The tracheae of the wings of pupae and of nymphs are often very delicate ; 
and, when filled with the medium in which a wing is mounted for micro- 
scopic study, they are usually invisible. It is not strange, therefore, that 
the study of them was so long delayed. 

Method of study of the tracheatioii of wings. — In the course of our 
investigations Dr. Needham and I devised a method of study of the wings 
of immature insects, which renders the observation of the tracheae in them a 
simple matter. A description of this method, compiled from our joint 
accotmt of it, with a few changes made necessary by subsequently obtained 
information is given in the outline of laboratory work included in Chapter 
XXVI of this volume. 

By this method most beautiful objects can be prepared, which will 
show the minutest ramifications of the tracheae. Plate II is a half-tone 
reproduction of a photograph of an object prepared in this way. This 
figure represents a small portion of a wing of a pupa of Corydalus cornutus. 

The development of wing-veins. — **Not only can the tracheae that 
precede the wing-veins be studied in this manner, but if the wing be taken 
at the right stage, pale bands can be seen which indicate the position of 
channels about which the veins are later developed; this is shown in the 
figure of a wing of a pupa of Sialis (Fig. 2). An examination of a cross- 
section of a developing wing (Fig. 3) will show the nature of these channels, 
or vein-cavities, as they may be termed. 

"In all insect wings the two plates of the hypodermis constituting the 
wing fold are at first separate, t. e. not fused internally. At the time when 

(12) 
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PLATE II 




Part of a wing of a pupa of Corydalus cornutus. (From C. and N.) 
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the tracheae enter the fold the two layers become approximated along lines 
midway between the tracheae, resulting in an actual fusion of the internal 
ends of the cells. Then follows a gradual lateral extension of the areas in 




Fig. 2. — ^A wing of a pupa of Sialis (After C. & N.). 

which the cells are fused to delimit definitely the channels through which 
the tracheae pass. This process is illustrated by the figtires showing two 
stages in the development of the wings of Psocus (Figs. 4 and 5). 

"The pale color of the bands, indicating the extent of the vein cavities 
when viewed by transmitted light, is doubtless due to the fact that the 
haemolymph filling these cavities is more translucent than the hypodermal 
tissue, which completely fills the wing elsewhere. 

"As an illiistration of the nature of the data that can be obtained by the 
method described above, a half-tone reproduction of one of our photographs 
is printed here (Plate I Frontispiece). This figure represents a wing of a 
nearly mature nymph of a Nemoura, one of the genera of the Plecoptera. 
In making the preparations it was impracticable to remove all of the dirt 
adhering to the wing without danger of injuring it; this is often the case in 
preparing mounts of the wings of aquatic nymphs. The irregular blotches 




l"s 



Pig. 3. — Cross section of a fore wing (in part omitted) of a nymph, two-thirds 
grown, and recently molted, of Anax Junius (After C. & N.). 

of dark color in the figure are due to this cause. The dark lines traversing 
the disk of the wing represent the tracheae, and the pale bands, the vein- 
cavities already described. 

"It will be observed that the principal veins are formed along the courses 
of tracheae, while in most cases the cross-veins have no tracheae within them. 
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It will also be observed that the tracheae extend in straight lines or in gentle 
ciirves, while in some cases the corresponding veins are much more angular. 




Fig. 4. — Fore wing of a partly grown nymph of Psocus (After C. & N.). 

**It is evident from this that in the perfecting of a wing as an organ of 
flight the position of a vein in the adult may become quite different from 
that of the corresponding trachea of the immature form. In other words, 
although there is no doubt that the courses of the principal wing- veins of 
primitive insects were determined by the position of the principal tracheae 
of the wings, the wing- veins have been more or less modified to meet the 
needs of adult life; while at the same time the tracheae of the immature 
wings serving the purpose of respiration, and lying more or less free within 
the wing-sac, have not been forced to follow closely the changes in the 
cuticular thickenings of that sac. 

*The operation of this principle is shown only to a slight extent in the 
wing figured here. But when we study more highly specialized forms, it is 




Fig* 5- — ^Fore wing of a full grown nymph of Psocus (After C. & N.). 

seen that the divergence of these two sets of structtires is sometimes very 
wide, and must be taken into account in an interpretation of the characters 
presented by a wing. 



Digiti^d by 



Google 



THE TRACHEATION OF WINGS 15 

"While this increases the difl&culty of determining the homologies of tiie 
wing-veins, it is often of great aid in taxonomic work, for it may afford an 
indication of the degree of divergence from a primitive type in the structure 
of a wing ; and when a series of forms is studied the course of this divergence 
is often clearly indicated. 

"The figure also show that in some cases what appears as a single vein 
is formed about two closely parallel tracheae. This is shown in the case of 
the bases of the second and third tracheae, counting from the costal margin 
of the wing, the radial and medial tracheae. This illustrates a fact of 
frequent occurrence, that what appears to be a single vein may be formed 
by the coalescence of two primitive veins. 

"In this figure the medial trachea appears not to extend to the base of 
the wing. This is due to the fact that in the preparation photographed the 
mounting meditmi had penetrated it for a distance, rendering the basal 
portions of it invisible. 

"We will not go farther into the discussion of the technique of this 
method of study. Enough has been said to show that we have at hand a 
comparatively simple method of determining those questions of homologies 
of wing-veins that have sorely puzzled all investigators that have attempted 
to deal with them, and to indicate the nature of the material upon which we 
have based the conclusions that we purpose to offer in succeeding chapters 
of this i)aper*' (Comstock and Needham '98-99). 

Following the definite delimiting of the channels through which the 
tracheae pass, which results in the formation of the vein-cavities described 
above, there takes place, during the final stages in the development of the 
wings: first, a segregation of the hypodermis about the vein-cavities; and 
later, the production by this hypodermis of the thickened lines in the cuti- 
cula of the wing that constitute the walls of the wing-veins. In fact the 
h3rpodermal layers of the wing-sac are almost completely used up in the 
formation of the cuticula of the wing, the wing membrane and the wing- 
veins. Almost no trace of the hypodermis is to be found in the wings of 
adults. 

The hypothetical primitive type of insect wings. — ^The most important 
result obtained by a study of the tracheation of the wings of nymphs and of 
pupae was the demonstration of the truth of the conclusion, already reached 
by the study of the wings of adults, that the wings of all orders of insects are 
modifications of a single primitive type ; and that consequently it is possible 
to homologize the wing-veins of aijy of the orders with those of any other 
order. 

Comstock and Needham n[iade an extended comparative study of the 
tracheation of the wings of nymphs and of pupae of the several orders for 
the purpose of determining what features were common to all; for, as it 
is evident that features common to all must have been inherited from a 
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conunon ancestor, it was believed that such a study would reveal the more 
important features of the tracheation of the wings of the primitive winged 
insects, and, consequently, of the wing-venation of the same. 




Pig. 6. — ^Hypothetical tracheation of a wing of the primitive nymph 
(After C. & N.). 

The result of our studies enabled us to construct a diagram representing 
the hypothetical tracheation of a wing of the primitive nymph (Fig. 6). 
Since there is no doubt that the tracheae of the fore wings and of the hind 
wings are homodynamous, a single diagram serves to represent the trachea- 
tion of either the fore wing or the hind wing of the hypothetical primitive 
nymph. 

In order to avoid tmnecessary repetition the data upon which our 
conclusions regarding the probable primitive type of wing-venation were 
based are not given here. In the discussions of the wing-venation of the 
different orders of insects, given later, the fundamental type of the wing- 
venation of each order is described and its correspondence with the hypothe- 
tical type demonstrated; and in Chapter IV the correlation of the paleon- 
tological data with that drawn from the study of living insects, as regards 
the typical form of each of the wing-veins is indicated. 

In Figure 6, and in other figures representing the tracheation of wings, 
the tracheae are designated by the abbreviations of the names of the veins 
with which they correspond. In referring to tracheae in the text they are 
designated in one of two ways. Thus the trachea that precedes the radius, 
for example, may be designated as the radial trachea or it may be termed 
trachea R, The trachea that precedes the first branch of the radius is 
designated as trachea R\\ and other branches of the branched tracheae are 
designated in a corresponding manner. 

It was found that the basal connections of the wing tracheae afford 
characters of considerable taxonomic importance. In what we regard as 
the more generalized of winged insects, i, e,, in the Plecoptera and in certain 
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members of the family Blattidae of the Orthoptera, there are two dislinct 
groups of tracheae that enter the wing; these we designated as the costo- 
radial group and the cubito-anal group respectively. In these insects the 
medial trachea is a member of the costo-radial group (Fig. 6). 

In all other forms that we studied, except the Ephemerida, a transverse 
trachea connects these two groups of wing tracheae; the position of this 
transverse basal trachea of the wing is indicated in the figure (Fig. 6) by 
dotted lines.* Frequently the transverse basal trachea is indistinguishable 
from the two main trunks which it connects, the three forming a single, 
continuous, transverse trachea, from which arise all of the wing tracheae 
(Fig- 7)- All of the stages of this development were found by us within 
the Orthoptera. 

We also found that when a transverse basal trachea is formed, the 
medial trachea tends to migrate along it toward the cubito-anal group of 




Fig- 7- — ^Wings of an acaidid nymph (After C. & N.). 

tracheae, and often becomes tmited with that group. This is well shown in 
certain Orthoptera and in the cicada. In some cases the base of the radial 



*More recently it has been found that in certain Homoptera, the Membraddae 
and the Jassidae, the same generalized condition of the basal connections of the wing 
tradies exists as in the Plecoptera. 
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trachea tends to follow that of the medial trachea in its migration along the 
transverse basal trachea towards the cubito-anal group (Fig. 7).* 

As the diagram representing the hypothetical type of the tracheation of 
the wings will serve also to represent the supposed primitive type of wing- 
venation, there may be indicated in it the position of a few cross-veins, 
which are so constant in their position, and which occur in so many widely 
separated groups, that they are regarded as being comparatively primitive. 
This is done in Figure. 10. 

None of the cross-veins are primitive in the sense in which the longi- 
tudinal veins are primitive; for in the wings of the older Paleozoic insects 




Fig. 8. — Stenodictya lohata (After Handlirsch). 

there were no distinct cross-veins, but an irregular network of thickened 
lines; this is well-shown in the wings of Stenodictya (Fig. 8), which is 
described in Chapter IV. 

In the older insect wings in which there are distinct cross-veins there 
are many of them, and the few cross-veins that are referred to above, and 



*Enderlein ('02) has worked out with great care the tracheation of the wings of 
Antheraea pernyi, a satumiid moth, and the connections of the tracheae of the wings 
with the longitudinal tracheae of the body; and his account is illustrated by most 
excellent figures. 

In this highly specialized moth, media has completed its migration along the trans- 
verse basal trachea and become a member of the cubito-anal group of tracheae. This 
fact has probably misled Enderlein, for he argues at length that the veins of each wing 
are separated "in zwei genetisch v6llig verschiedene Systeme, das radiale und das 
mediane Adersystem" (/. c, p. 28). He quotes the separation of the veins of the wing, 
by Comstock and Needham, into the costo-radial group and the cubito-anal group, 
but evidently overlooked our account of the migration of media; for he proposes the 
division of the wing-tracheae into a radial and a medial group, without any reference 
to the facts that led us to make the division indicated above. 
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that we have named, can not be identified; one of the oldest of these wings 
is that of Eurythmoptfryx (Fig. 9), which is also discussed in Chapter IV. 




Fig. 9. — ^Wing of Eurythmopteryx (After Handlirsch). 

In the course of the evolution of the few-veined type of wing nearly all 
of the cross-veins were lost; but five or six were retained and are still pre- 
served in several orders of insects. These we have named as follows : the 
humeral cross-vein (Fig. 10 h)\ the radial cross-vein (Fig. 10, r); the 
sectorial cross-vein (Fig. 10, 5); the radio-medial cross-vein (Fig. 10, r-m); 
the medio-cubital cross-vein (Fig. 10, m-cu) ; the medial cross-vein (Fig. 
10, m); and the posterior arculus (Fig. 11, />. a.) The cross-veins are 
described more fully in the next chapter. 

The tracheati(m of the wings of larvae and pupae. — ^The development of 
the tracheation of the wings in insects with a complete metamorphosis, 
where the wings reach an advanced stage of development within the body, 
differs remarkably from that of the wings of insects with a gradual or with 
an incomplete metamorphose. With the latter the wings of the nymphs 




Fig. 10. — The hypothetical primitive type of wing venation with the named 
cross-veins added. 

are developed as outward projecting appendages of the body, into which 
the tracheae penetrate early; and there is a gradual, direct development of 
the tracheation in the successive stadia. But in insects with a complete 
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metamorphosis the development of the tracheation of the wings presents 
some of the more remarkable features of this highly specialized mode of 
development. 

As an understanding of the more general features of the internal develop- 
ment of wings is essential to an understanding of the development of the 



/?+i*/' 




Fig. 1 1 . — Diagram of an aroulus of a dragon-fly. 

tracheation of the wings of larvae and pupae a discussion of this subject is 
omitted here, and will be taken up in Chapter V. 

Variations in the extent of the tracheation of the wings of nymphs and 
of pupce. — ^While the study of the tracheation of the wings of nymphs and 
of pupae has yielded most valuable data for determining the homologies of 
the wing-veins of adult insects, an extended investigation in this field has 
revealed remarkable differences in the extent of the tracheation of the 




Fig. 12. — The wings of a nymph of Nemoura (After C. & N.). 

wings of immature forms and in the degree of its correspondence with the 
venation of the wings of adtdts. In some of the orders of insects, the 
tracheation of the developing wings is of the greatest importance in deter- 
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mining the homologies of the wing-veins; in others, it is of little or no value 
for this purpose. And, as a rule, there is throughout each order a marked 
uniformity in this respect. 

The variations in the extent of the tracheation of developing wings can 
be grouped under a few general heads : in certain orders the tracheation is 
comparatively simple; in others, there has been developed a greatly 
increased tracheation of the wings; while in still others the tracheation has 
been greatly reduced; and in one order at least, the tracheation is eccentric. 
Examples of each of these classes are given below. 

Illustrations of the simpler type of the tracheation of the wings. — Excel- 
lent illustrations of the simpler type of the tracheation of the wings of 
nymphs are presented by members of the Plecoptera, of which Nemoura 
(Fig. 12) may be taken as an example. The figure represents the wings of a 




Fig- 13- — A wing of a pupa of Chauliodes (After C. & N.). 



grown nymph in which the developing veins appear as pale bands. In each 
of the principal veins and in the branches of these there is a prominent 
trachea; while the cross- veins are without tracheae.* 

Wings in which the tracheation is of this type present few if any difficul- 
ties in the determination of the homologies of the wing-veins. This is 
especially true as the cross-veins are sharply differentiated from the princi- 
pal veins by the absence of tracheae in them. 

Of the other orders that exhibit a simple type of tracheation of the wings 
there may be cited: the Corrodentia, of which Psocus (Fig. 5) will serve 
as an example; the Homoptera, illustrated by a cicada, the wings of which 
are figured later; and the Lepidoptera, which is discussed in detail in 
another chapter. 

Illustrations of increased tracheation of wings. — In the simpler type of 
tracheation of the wings only the primitive wing-veins, those represented 
in our hypothetical primitive t)npc, are represented by prominent tracheae. 

*In the specimen figured the costal trachea was not observed; but this trachea 
was found in other, closely allied, forms. 
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What may be regarded as the first step in the direction of an increased 
tracheation of the wings is illustrated by the Neuroptera, of which Chaulio- 
des (Fig. 13) will serve as an example. Here the primitive wing-veins and 
the secondarily developed accessory veins are preceded by tracheae, while 
the cross-veins are not. Although many fine tracheae branch from the 
principal tracheae and ramify throughout the wing sac they do not follow 
the courses of the cross-veins. 

The extreme limit of increased tracheation is reached by the Odonata, 
where not only the principal veins and the intercalary veins are traversed 
by tracheae, but there is also a distinct segregation of small tracheae and 
tracheoles in the cross-veins; this is shown in Plate V. In this order the 
study of the tracheation of the wings affords no help in distinguishing the 
cross-veins from other veins. 

Illustrations of reduced tracheation of wings. — In several of the orders 
of insects a remarkable reduction of the tracheation of the wings has taken 

place; and in some cases, 
at least, associated with 
this reduction is a retarda- 
tion in the development of 
those tracheae that are 
retained. 

In what is regarded as 
the more normal relation 
between the tracheation and 
the venation of wings, the 
tracheae are developed early 
in the growth of the wing, before the beginning of the development of the 
wing-veins, which are later formed about them. Here the courses of the 
tracheae determine to a great extent the courses of the wing-veins. 

But in those orders where there is a reduction of the tracheation of the 
wings, the tracheae, in those cases that we have studied, do not penetrate 
the wing-sac until after the vein cavities are formed, and then they follow 
the most available channels, which in a wing where the venation is highly 
specialized, as in the Hymenoptera, may be very different from the 
primitive course of the tracheae. 

A great reduction of the tracheation of the wings has taken place in the 
Trichoptera. If a wing of a pupa of a caddice-fly be examined at that stage 
when the forming wing-veins appear as pale bands (Fig. 14). it will be seen 
that the tracheation bears but little relation to the wing-veins. Usually 
only two or three main tracheae are present; and although these may 
coincide with forming veins, their branches bear no relation to veins. 

In the Diptera an equally great reduction of the tracheation of the 
wings has taken place in most families; and even when most of the 




Fig. 14. — ^A wing of a pupa of a caddice-fly 
(After C. & N.). 
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tracheae are retained, as in certain asilids, they have not retained their 
primitive position. 

A similar condition exists in the Hymenoptera. In the more general- 
ized Hymenoptera, as in Tretnex (Fig. 15), the main stems of the principal 




Fig. 15. — The wings of a pupa of Tremex (After C. & N.). 

tracheae are retained, and occupy very nearly the normal positions; but the 
courses of the branches of these tracheae bear little if any relation to their 
priniitive courses. In the more specialized families, there is a greater 
reduction of the tracheation and a wider deviation from the primitive type 
in the branches of the tracheae that are retained. The wings of a young 
■pupa of Apis (Fig. 16) illustrates this. In these wings the vein-cavities are 
already formed and the tracheae are beginning to push out into them, follow- 
ing the most direct courses in the already formed vein-cavities. 




Fig. 16. — The wings of a pupa of Apis (After C. & N.). 

Eccentric tracheation of wings. — In the Ephemerida there are many 
modifications of the tracheation of the wings that do not appear to restilt 
from any definite course of specialization. In many cases a principal 
trachea is reduced in length, so that it traverses only a part of the vein 
with which it corresponds; frequently a trachea follows its vein for a dis- 
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tance and then changes its course suddenly and enters and follows another 
parallel vein; and there is no regularity in these aberations. In some 
forms there is a great reduction of the principal tracheae and correlated with 
this reduction a remarkable increase of fine tracheal twigs; so that the 
result is an increased tracheation of the wing. Examples of these devia- 
tions from the typical tracheation are figured in the chapter devoted to the 
wings of the Ephemerida. 

Limitations to the value of tracheae in determining the homologies of 
veins. — Much stress has been laid in the preceding pages upon the value 
of the tracheae of the wings as an aid to determining the homologies of the 
wing-veins. In fact the most conclusive proof of the uniformity of the 
fundamental type of the wing-venation of all orders of insects is drawn from 
studies of the tracheation of the wings of representatives of those orders in 
which the tracheation is well preserved. Fortunately in the case of those 
orders where the tracheation is reduced the venation of the wings of adults 
so closely resembles in its more general features that of the orders in which 
the tracheae are well preserved that there is no difficulty in recognizing 
the identity of the principal veins. 

There are cases, however, in which the evidence presented by the 
tracheation of the wings is misleading and can not be accepted. This 
does not imply that we are to accept the testimony of the tracheae if it 
suits our purpose and to reject it if it does not; but rather that we are to 
consider other evidence as well as that presented by the tracheation. Two- 
illustrations will serve to make this point clear. 

In the suborder Anisoptera of the order Odonata studies of the trachea- 
tion of the wings have shown that in the adult wing of Gomphus, for exam- 
ple, the radial sector occupies a position between veins Mj and Mj. Not 
only does the basal connection of the radial sector trachea show this but 
the successive stages of the migration of the radial sector trachea from its 
normal position to this unusual one can be seen in the wings of a series of 
nymphs of different ages. Figures illustrating this are given in the chapter 
treating of the Odonata. 

If one studies the wings of a' member of the suborder Zygoptera of this 
order and compares the venation with that of Gotnphus there will be no 
difficulty in identifying the veins and in recognizing the fact that the radial 
sector occupies the same position as in the Anisoptera. But when one 
studies the tracheation of the wing of a nymph of one of the Zygoptera the 
radial trachea is found to be unbranched and the trachea that precedes 
what is doubtless the radial sector is a branch of media. It is obvious that 
in this case the evidence presented by the tracheation is misleading and that 
the evidence presented by the adult venation is more reliable. The 
explanation of the discrepancy is that in the Zygoptera the radial sector 
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trachea has become united with the medial trachea at the point where it 
crosses the medial trachea and has lost its earlier basal connection. 

The second illustration is found in the more specialized Lepidoptera 
where the base of media has been lost by atrophy and the first branch of 
media, vein Ri, has become attached to the radial sector; correlated with 
this shifting of the base of vein Mi to the radial sector trachea Ri appears to 
be a branch of the radial sector trachea. In the more generalized Lepidop- 
tera trachea Mi has preserved its primitive connection with the other 
branches of the medial trachea. In the lattter case the evidence presented 
by the tracheation is complete in itself; in the former case there is other 
evidence to show that the tracheation has been modified secondarily. 

In general it may be said that the evidence presented by the tracheation 
of the wings of the more generalized insects is reliable, but in the case of the 
more specialized insects where extensive modifications of the venation 
have taken place the evidence presented by the tracheation should be 
carefully considered before it is accepted. 

The basal connections of the tracheae of the wings. — It has been shown 
on an earlier page that the tracheae of the wings are branches of two large 
tracheae, one of which enters the wing near the htimeral angle of the wing, 
the other, in the region of the base of the anal area. In the Plecoptera and 
in certain other groups of insects these two large tracheae are distinct, but 
in most insects they become connected by what has been termed the 
transverse basal trachea. 

In the diagram representing the hypothetical prinjitive tracheation of 
the wings (Fig. 6) the connections of the tracheae of the wings with 
these two large tracheae are represented; and the position in which the 
transverse basal trachea is found when it exists is indicated by two dotted 
lines. 

The two groups of wing-tracheae arising from these two large tracheae 
have been designated as the costo-radial group and the cubito-anal group, 
respectively. And it has been shown that although the medial trachea 
belongs to the costo-radial group of tracheae in those forms in which there 
is no connection between the two groups of tracheae, when the two groups 
are connected by a transverse basal trachea the base of the medial trachea 
tends to migrate along the transverse basal trachea towards the cubito-anal 
group of tracheae, which it reaches in the more specialized forms. These 
facts suggested the question : what are the causes that produce this result ? 
Regarding this Comstock and Needham wrote as follows: 

**We have found no indication that the formation of a transverse basal 
trachea and the subsequent migration along it of the base of the medial 
trachea is influenced at all by the flight function of the wing, as the arrange- 
ment of the wing-veins does not appear to be modified by it. It should be 
remembered that the transverse basal trachea and the bases of the wing 
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tracheae are within the thorax of the adtilt insect, and are thus beyond the 
influence of the migrations of the wing-veins. 

**It is probable that these changes have to do with improving the air 
supply of the wing; but we have not sufficient data, as yet, to warrant a 
definite statement on this point. The important thing for the purpose of 
the present discussion is that one must know of this tendency on the part 
of the medial trachea to migrate along the transverse basal trachea in order 
to be able to recognize it in its various positions." 

In taking up the subject again, in the course of the preparation of the 
present essay, it occurred to me that there are certain modifications of the 
wing venation in certain insects that may be due to the same cause as that 
which causes the migration of the base of the medial trachea along the 
transverse basal trachea. For example, if the large trachea that supplies 
the cubito-anal group of tracheae with air affords a better supply of air to 
the wing than does the trachea that supplies the costo-radial group of 
tracheae, this may be the factor that determines in the wings of dragon-flies 
the invasion of the area of the radial sector by some of the branches of 
the media. 

It seemed worth while, therefore, to make a special study of the basal 
connections of the two large tracheae that supply the wing with air. This 
investigation was undertaken, at my suggestion, by Mr. R. N. Chapman; 
and the work was done in the entomological laboratory of Cornell Univer- 
sity, where I had the pleasure of following it step by step. 

The investigation was a very difficult one, involving the making of a 
large niunber of most delicate dissections; but it was prosecuted in a most 
successful manner. We now know the facts regarding the basal connec- 
tions of the tracheae of the wings in most of the orders of insects. 

The results of this investigation have not shown that the air supply of 
the cubito-anal group of tracheae is better than that of the costo-radial 
group. It does not seem probable, therefore, that an improvement of the 
air supply to the wing is the factor that has determined the migration of 
the base of the medial trachea, when it occurs, or the invasion of the area of 
the radial sector by branches of media in the Odonata and Ephemerida. 

In order that the data now at hand bearing on this problem may be kept 
together, I publish Mr. Chapman's account of the results of his investiga- 
tion as an appendix to this chapter. 
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THE BASAL CONNECTIONS OF THE TRACHEAE OF THE WINGS 

OF INSECTS 

By Royal Norton Chapman, M.A. 

This paper is the result of an investigation undertaken at the suggestion 
of Prof. J. H. Comstock, under whose direction the work has been done. 
The ptirpose of the work has been to determine the generalized type of the 
basal connections of the tracheae of insect wings and to ascertain what the 
principal lines of modification have been, with the hope that the conditions 
of the basal connections of the tracheae may offer some explanation for 
some of the modifications of the tracheae in the wings themselves. 

It was found by Comstock and Needham {American Naturalist, xxxii, 
1898, p. 88-89) that the tracheae that supply the wings with air arise from 
two distinct trunks, an anterior costo-radial trunk and a posterior cubito- 
anal tnmk. In certain generalized insects these two trunks are distinct; 
where this condition exists the medial trunk is a member of the costo-radial 
group of tracheae. In most insects there has been developed a transverse 
trachea connecting these two groups of tracheae, the transverse basal 
trachea (Fig. 17, tb)* When a transverse basal trachea is formed, the base 
of the medial trachea tends to migrate along it towards the cubito-anal 
group of tracheae, and often becomes united with that gfoup. 

Comstodc and Needham were unable to explain the cause of the forma- 
tion of a transverse basal trachea and the migration along it of the base of 

♦Lettering of the Figures Iillustrating the Basal Connections of the 
Tracheae of the Wings of Insects. 
a. c-r, accessory costo-radial trachea; 
a. cu-Gt accessory cubito-anal trachea; 
a. dt, accessory longitudinal trachea; 
as, anterior stem of the leg trachea; 

c, costal trachea; 

c-r, costo-radial trachea; 
cu-a, cubito-anal trachea; 

d. //, dorsal longitudinal trachea; 
f, tracheal gill; 

gt, gill trachea; 

Ji, mesothoracic leg trachea; 

/i, metathoracic leg trachea; 

Uf longitudinal thoracic trachea; 

mi, muscle trachea; 

ps, posterior stem of the leg trachea; 

r. spi, rudiment of the mesothoracic spiracle; 

r. spi, rudiment of the metathoracic spiracle; 

r. spz, rudiment of the first abdominal spiracle; 

spi, mesothoracic spiracle; 

sp^, metathoracic spiracle; 

sPi, first abdominal spiracle; 

5p4, second abdominal spiracle; 

to, transverse basal trachea; 

tt, union of the costo-radial and transverse basal tracheae; 

r//, ventral longitudinal trachea; 

V. spi, vestige of the metathoracic spiracular trunk ; 

V. sPit vestige of the first abdominal spiracular trunk. 
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the medial trachea when it is formed. Concerning this they nmde the 
following statement: **It is probable that these changes have to do with 
improving the air supply of the wing; but we have not sufficient data, as 
yet, to warrant a definite statement on this point." 

A desire on the part of Professor Comstock to have ascertained the exact 
nature of the basal connections of the tracheae of the wings in different 
orders of insects, in the hope that this knowledge would throw light on this 
problem, led him to suggest the making of the investigation the results of 
which are given here. 

Another condition that suggested the same question is the fact that in 
the Odonata the branches of the medial trachea invade the region of the 
tracheae of the radial sector, which becomes greatly reduced. If the medial 
trachea has a better air supply than has the radial trachea, this invasion 
can be understood. 

The references to the basal connections of the wing tracheae which have 
been found in literature are few and fragmentary. So far as can be deter- 
mined no general study of the subject has been made previously. How- 
ever, various authors, while working on closely related subjects, have noted 
and described the conditions in certain forms. These descriptions may 
be best referred to in the parts of the paper relating to these various 
forms. 

However the work of Karel Sulc [Uber Respiration, Tracheensystem 
und Schaumproduction der Schaumcikadenlarven (Aphrophorinae- 
Homoptera) Zeitschrift f ur wissenschafliche Zoologie. 1911:99, p. 147-188] 
deserves special mention. This author described and figured the tracheal 
system of Philaenus lineattis L. with detailed drawings of the leg and wing 
tracheae in the various nymphal stages. The basal connections of the wing 
tracheae are more generalized than those of the Hemiptera described and 
figured in this paper (Figs. 22, 23, and 24) and agree with the typical 
condition of the wing tracheae (Figs. 1 7a and 1 7b) except that the transverse 
basal trachea has been developed. The basal connections of the fore wing 
pad of a first stage nymph of Aphrophora salicis are described and figured in 
which the transverse basal trachea is not developed and the costo-radial 
and cubito-anal groups of tracheae are shown arising respectively from the 
anterior and posterior stems of the leg tracheae. 

Careful dissection was found to be the best means of studying the 
tracheae. The use of transmitted light to distinguish the opaque tracheae 
in the more or less transparent bodies, without dissection, was not satisfac- 
tory because it was not possible, in this way, to accurately determine the 
relationships of the tracheae which lie one above the other. Nymphs and 
pupae were dissected under water and care was taken not to break large 
tracheae and allow the air to escape. In this way the tracheae were kept 
filled with air and were easily studied. Several dissections were made of 
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each species and the results were careftilly checked over to make sure that 
no tracheae had been broken or overlooked. 

The dissections were drawn with a camera-lucida before the air had 
escaped from the tracheae and while the trunks retained their normal size. 
It is to be noted that no pretense has been made to include all of the mtiscle 
tracheae; only the larger muscle tracheae connected with the wing or leg 
tracheae have been shown. 

THE TYPICAL ARRANGEMENT OF THE BASAL CONNECTIONS OF THE 
TRACHBie OP THE WINGS 

Two diagrams of what seems to be the tj^ical condition of the basal 
connections of the wing 
tracheae have been con- 
structed (Fig. 17). The 
condition of the tracheal 
branches to the wings and 
l^s, as figured in these 
diagrams, does not differ 
in any of its essentials from 
the condition foimd in the 
more generalized insects. 
It will also be noticed that ^jf, 
none of the insects studied 
present conditions which 
cannot be looked upon as 
modifications of this typi- 
cal condition. The con- 
struction of these diagrams 
is, therefore, necessary only 
to simplify the discussion 
of the modifications of • 
the typical condition and 
not to represent an imagin- 
ary step in the develop- 
ment of any of the condi- 
tions found in any of the 
more specialized insects 
studied. 

One of the diagrams 
(A) is a side view of the 
thoracic tracheae in which 
the wing tracheae are represented as extending vertically above the thorax 
and those of the legs extending downward. The other diagram (B) isja 




Fig. 17. — The typical condition of the basal con- 
nections of the tracheae of the wings of insects. 
A. Side view. B. Dorsal view. 
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dorsal view of the thoracic tracheae and represents the tracheae of both the 
wings' and legs extending laterad. It must be kept in mind that when the 
thorax is viewed from the dorsal side the wings are directly above the legs 
(Fig. 17, B). Since the conformation of some of the insects has made it 
necessary to draw the dissections from the side view and others from the 
dorsal view, the two diagrams are given to aid in the comparison of these 
two different aspects of the thorax. 

There are three spiracles directly connected with the respiration of the 
wings; one in each of the last two segments of the thorax and one in the 
first segment of the abdomen (5^1; spt, and spt). The anterior and posterior 
of these two spiracles {spi and sp^ each contributes one tracheal branch to 
the appendages of the mesothorax and the metathorax respectively. The 
middle spiracle (5^) contributes two branches; one to the mesothoracic 
appendages and one to the metathoracic appendages. In this way each 
wing and each leg receives two tracheal branches; one from the spiracle 
anterior to it (c-r to the wing, and as to the leg) and one from the spiracle 
posterior to it (cu-a to the wing, and ps to the leg.) This condition is 
retained, in its essentials, in all the insects studied. Even tho the meta- 
thoracic spiracle is absent in many of the more spedaUzed insects, its 
position is indicated by the rudimentary spiracular trunk (Fig. 21, r. spi), 
from which arise branches to the thoracic appendages, very much as in the 
more generalized insects, where the metathoracic spiracle is well developed. 

As has already been stated, these branches that arise from the trunks at 
the bases of the spiracles supply air to both the wings and the legs. The 
leg tracheae are Y-shaped; each leg trachea being formed by the tmion of 
two trunks. These trunks are designated as the anterior stem {as) and 
the posterior stem {fis) respectively. In the more generalized insects the 
branches to the wings arise from the stems of the leg tracheae, which form 
the arms of the Y. The figure of the nymphal cockroach (Fig. 18) shows 
that the tracheae going to the legs are much larger than those leading to the 
wings. The relations of the leg and wing tracheae are such that it seems 
very evident that the branches coming from the spiracles are primarily leg 
tracheae and that the branches to the wings are secondary. 

In some cases the wing and leg tracheae arise separately from the 
spiracles. Such a condition may be explained as the result of a divergence 
of the bases of the two tracheae which has been carried so far that their 
connections are entirely separate. However the more general relations 
between the tracheae to the wings and those to the legs have been retained, 
at least to some extent, in all of the insects studied. For this reason it 
would seem that a consideration of the tracheae to the wings cannot ignore 
the condition of the tracheae to the legs. If there is any preference as to 
the air supply from the different spiracles which results in a modification of 
the tracheae to the wings, some modification of the tracheae to the legs might 
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also be expected. If it is found that any factor catises changes in the 
tracheal branches to the wings, it may be expected that a similar factor 
affecting the legs will cause similar changes in the tracheae entering the legs 
and the converse should also be true. 

EXAMPLES OP THE MORE GENERALIZED ARRANGEMENT 

The basal connections of the wing trachea in a cockroach nymph {Phylo- 
dromia germanica), Order Orthoptera. — ^The condition of the tracheae in the 
cockroach is very similar to that shown in the diagrams. The connections 
are as shown in the drawing (Fig. i8) which is a dorsal view. The cubito- 
anal tracheae (cw-a) originate nearer the spiracles than the costo-radial 
tracheae (c-r) do, but they have the typical connections with the stems of 




Fig. 1 8. — The basal connections of the wing tracheae of a cockroach. Dorsal view. 

the leg tracheae {as and ps) which form the two arms of the Y-shaped leg 
tracheae. There are muscle tracheae (mt) which go to the coxal muscles 
but they do not continue into the legs as do the tracheae labeled k and k- 

In the nymphal cockroach there is a single slender dorsal longitudinal 
trachea (d, ft), on each side of the thorax, lying near the digestive tract and 
connecting the branches from each of the three spiracles {spu sp^y and sp^. 
The size and relationships of this trachea are such as to indicate that it may 
be only an enlarged anastomosis of the branches from the different spiracles. 
In adult cockroaches the intra-segmental portions of this longitudinal 
trachea become enlarged to form air sacs. 

The former statement that the wing tracheae of cockroaches are con- 
nected with the longitudinal tracheae of the thorax has not been confirmed. 
(Comstock and Needham, Am, Nat, xxxii, p. 88). As the drawing shows, 
the basal connections of the wing tracheae and the dorsal longitudinal 
tracheae are quite separate. 
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The basal connections of the wing irachecB in a nymph of Pteronarcys, 
Order Plecoptera. — The conditions of the wing and leg tracheae in the stone- 
flies (Fig. 19) is somewhat complicated by the presence of tracheal gills 




Fig. 19. — The basal donnections of the wing tracheae of Pteronarcys. Dorsal view. 

but the relationships are quite generalized. The typical Y-shaped leg 
tracheae are present in both cases, but in the case of both legs the posterior 
stem (ps) is connected with a trunk leading from the spiracle to the tracheal 
gill (gt). The cubito-anal wing tracheae (cu-a) have diverged from the leg 
tracheae until they have attained independent origins. 

The conditions of the anterior branches to the legs and wings have not 
been modified and the wing trachea (c-r) arises in common with the anterior 
stem of the leg trachea (as). 

The dorsal longitudinal trachea {d. It) is well developed but it will be 
noticed that it has no direct relationship to the wing tracheae. 

The basal connections 
of the wing trachea of 
Chauliodes, Order Neur- 
optera. — The wing tra- 
cheae of Chauliodes (Fig. 
20) represent no great 
deviation from the 
typical condition. It 
is interesting to note 
that the cubito-anal 
trachea (cu-a) and the 
posterior stem of the leg 
trachea (ps) are separated at their bases in both cases and that the costo- 
radial tracheae (c-r) and the anterior stems to the legs (c^) are connected 




Fig. 20. — The basal connections of the wing tracheae 
of Chauliodes. Dorsal view. 
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for only a short distance. It would seem that the tracheae to the wings are 
almost at the point of being separated from those of the legs, in this form. 

The longitudinal trachea (d. It) is well developed yet it does not seem to 
be in any way connected with the wing tracheae. 

The based connections of the wing trachecB of A nihercea roylei. Order Lepidop- 
tera. — ^Three pupae of the Lepidoptera were dissected, AcHcls luna, Samia 
cecropiBO, and AnthercBa roylei. Any of the three might have been used 
equally well for the conditions of the tracheae are the same in all of them. 
In the mesothorax (Fig. 21) there seems to have been no modification from 
the typical condition, but in the metathorax the cubito-anal trachea (cw-a) 




Fig. 21. — 'She basal ooimectioiis of the wing tracheae of Antkeraa. Side view. 

and the posterior stem of the log trachea {ps) are just separate from each 
other at their bases. 

The dorsal longitudinal trachea (d. U) is present but has no connection 
with the wing tracheae. The metathoradc spiracle is absent but is repre- 
sented by the trunk of the rudimentary spiracle (r. sp%) with which the 
tracheae have retained their typical relationships. 

The thoracic tracheae of Anthercea perni have been described and figured 
by Enderlein {Zoologische Jahrbticher, 1902; vi.). 

This author figures tracheae to the mesothoracic leg as a single stem 
arising from the spiracular tnmk of the mesothorax and the leg trachea of 
the metathorax as also single and arising from the costo-radial trachea of 
the mesothorax. The conditions of the tracheae seem to be so constant in 
representatives of this order which have been studied that it would seem 
very improbable that there should be such a great difference between two 
members of the same genus as Enderlein's figure would indicate. 



Digitized by 



Google 



34 



THE TRA CREATION OF WINGS 



The basal connections of the wing trachecB of a notonectid nymph, Order 
Hemiptera, — ^The costo-radial tracheae (Fig. 22 c-r) arise from the anterior 




Fig. 22. — The basal connections of the wing tracheae of a 
notonectid nymph. Side view. 

Stem of the leg tracheae {as). The bases of the cubito-anal tracheae (cu-a) 
have diverged from the posterior stems of the leg tracheae (ps.) and have 
come to arise in common with muscle tracheae (mt) which pass to the median 

part of the body. The condi- 
tions of the wing tracheae are, 
however, so near thfe typical that 
there is no difficulty in under- 
standing the relationships. 

The leg tracheae are modified 
to a greater extent. In the 
meso-thorax the anterior and 
posterior stems to the leg {as 
and ps) imite to form the typical 
Y-shaped leg trachea and at 
their point of union give off a 
large muscle trachea {mi.) . The 
posterior stem of the 1^ trachea 
in the metathorax {ps,) lies 
laterad of the anterior stem {as) 
at their point of imion and the 




Fig. 23. — The basal connections of the wing 
tracJieae of a corisid nymph. Side view. 



musde trachea {mt) appears to be a continuation of the posterior stem 
of the leg trachea {ps). 
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Th4 basal connections of the wing trachea of a corisid nymph, Order 
HemiptercL — ^The two tracheal stems to the wings (Fig. 23, c-r and ai-a) 
have retained their typical relationships in this form, but the cubito-anal 
trachea {cu-a) to the hind wing is so small at its base that it is followed with 
dfficulty. The anterior and posterior stems of the leg tracheae (as and ps) 
have attained an almost horizontal position, giving the leg tracheae a 
T-shape. However, the relationships between the wing and leg tracheae 
have remained typical. 

The basal connections of the wing trachea of a Lethocerus nymph, Order 
Hemipiera. — ^The tracheae leading to the wings are, of themselves, rather 
typical save for the divergence of the costal trachea (Fig. 24, c) from the 




Fig. 24. — The basal connections of the wing tracheae of 
Lethocerus, Side view. 

costo-radialjtrachea (c-r) of the front wing. The relationships of the leg 
and wing tracheae at first seem quite puzzling but if conditions are com- 
pared with those foimd in notonectids and corisids the explanation seems 
rather simple. It is quite evident that a **T" shaped trachea similar to 
that found in the corisid nymph has been modified by the posterior migra- 
tion of the main trunk to the leg which has resulted in the lengthening of 
the anterior stem (as) and shortening of the posterior stem (ps) which 
results in the practical obliteration of the latter. 

The horizontal trunk leading from the mesothoracic spiracle (spi) to the 
metathoracic spiracle (spa) is, therefore, the anterior stem of the leg trachea 
(as) and the posterior stem of the leg trachea has disappeared. The costo- 
radial trachea (c-r) has its typical origin with the anterior stem of the leg 
trachea (as) altho it diverges from the latter some distance posterior to the 
typical position, and the costal trachea (c) has an independent origin. The 
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condition of the tracheae of the metathorax is similar to that of the meso- 
thorax except that the costal trachea (c) has retained its typical position 
and the cubito-anal trachea (cu-d) has moved slightly forward and nwght 
ahnost be said to arise from the anterior stem of the leg trachea {as) in the 
absence of the posterior stem from which it typically arises. 

The basal connections of the wing trochees of Monohammus, Order Coleop- 
tera. — ^The wing tracheae of the Coleoptera have retained their original 
relationships to the spiracular trunks but there is a modification of the leg 
tracheae. Both of the posterior stems of the leg tracheae (Fig. 25, ps,) are 
split neariy to their basal connections and they are entirely independent of 




Fig. 25. — The basal connections of the tracheae of the wings 
of Monehamus. Side view. 

the cubito-anal tracheae {cu-a). The anterior stem of the leg tracheae {as,) 
of the metathorax is very slender but it has retained its original connection 
with the costo-radial trachea (c-r). In the mesothorax the anterior stem 
of the leg trachea is entirely absent. 

The longitudinal trachea is well developed and the position of the meta- 
thoracic spiracle, which is absent, is indicated by the spiracular trunk 
{v. spi). None of these conditions seem to have modified the original 
relationship of the wing tracheae to the spiracular trunks. 

The basal connections of the wing trachece of Bittacomorpha^ Order Diptera, 
— ^The connections in this form are rather generalized and even tho the hind 
wing is absent the halter receives tracheae which have all the relationships 
that the tracheae to the wing would have (Pig. 26). There is a tendency 
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toward the reduction of the cubito-anal tracheae which are very small and 
are followed with diflSculty in dissection. The tracheae to the legs are 
unmodified except for the shortening of the anterior stem (as) to the hind 
1^. 

EXAMPLES OP SPECIALIZATION BY REDUCTION 

The based connections of the wing trachea of Ryacophila, Order Trichop- 
tera. — ^The wing tracheae of Ryacophila are greatly reduced and the basal 
connections are correspondingly specialized. The thorax is specialized in 
that there are marked intersegmental depressions on the sides, within which 
the rudimentary spiracles are found. However, the connections to the legs 
have retained their primitive condition. 




Pig. 26. — The basal connections of the tracheae of the 
wings of BiUacomorpha, Side view. 

The wing tracheae of each wing appear to arise as two tnmks which 
connect indirectly with the mesothoracic spiracular trunk (Fig. 27, spi) 
in the case of the front wing, and the metathoradc spiracular trunk {spti 
in the case of the hind wing. The anterior trunk to each wing arises in 
common with the anterior stem of the leg trachea and is undoubtedly the 
costo-radial trachea (c-r). 

The cubito-anal trachea of each wing (cw-a) arises in its typical position 
near the spiracle which normally supplies it with air. But owing to a 
oephalization of its air supply which results in this trachea receiving the 
greater part of its air by the way of the transverse basal trachea {th) its 
course becomes greatly modified and the proximal portion of it greatly 
reduced. This results in that part of it beyond the point of union with the 
transverse basal trachea appearing to be a continuation of that trachea. 

There has been developed a small accessory longitudinal trachea {ordt) 
which arises with the transverse basal trachea near the spiracular trunk 
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and extends parallel to the dorsal longitudinal trachea (d. ft). Its only 
connection with the wing trachea is at its point of origin. 




Fig. 27. — The basal connections of the tracheae of the wings of Ryacophila. 

Side view. 

The basal connections of the wing trachea of an unknown genus {Limno- 
philida), Order Trichoptera. — ^This form illustrates an interesting step in 
the reduction of the tracheae to the wings. (Fig. 28). In the hind wing both 




V'^S 



Fig. 28. — The basal connections of the tracheae of the wings 
of unknown genus of Trichoptera. Side view. 

the costo-radial (c-r) and cubito-anal tracheae (cu-a) are present altho the 
latter is very small as is also the transverse-basal trachea (tb). In the 
front wing the cubito-anal trachea and the transverse basal trachea are 
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absent. However the reduced cubito-anal trachea (cu-a) is present in the 
thorax with its typical connections except that it fails to reach the wing. 
The leg tracheae have the typical connections. 

The basal connections of the wing trachecB of Stenophylax, Order Trichop- 
tera, — ^The cubito-anal tracheae (Fig. 29) do not reach the wing in either 
case in this form altho their vestiges are present in the thorax (ctt-a) and 
both have their typical connections with the posterior stems of the leg 
tracheae {ps). In both cases the costo-radial tracheae (c-r) have their typical 
connections except that the transverse basal tracheae are entirely absent. 

The basal connections of the wing trachecB of a nymph of Epeorus. Order 
Ephemerida. — ^The wing tracheae of Mayflies are highly specialized and 




vsp$ 



Fig. 29. — The basal connections of the tracheae of the wings of 
Slenophylax. Side view. 

there is a marked cephalization of the flight function in this order. Morgan 
in a paper on the wings of May-flies (Morgan, Anna H. Homologies of the 
wing veins of the May-flies, Annals, Ent. Soc. Amer. 1912, v. 5, p. 89-105), 
concluded that the wing tracheae of Epeorus represented one of the more 
generalized conditions. For this reason Epeorus has been used for the 
study of the basal connections of these tracheae. 

The anterior tracheae to each leg and wing have retained their primitive 
conditions (Fig. 30); the anterior stem of the leg tracheae {as) and the 
costo-radial trachea (c-r) to the wing have a common origin in each case. 
However the posterior connections to the wings and legs have been greatly 
reduced. The portion of the cubito-anal trachea (cu-a) proximal to its 
union with the transverse basal trachea {ib) is absent except for a short 
vestige in the front wing. This short vestige extends proximally from the 
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Fig- 30- — The basal connections of the tracheae 
of the wings of Epeorus. Side view. 



tinion of the transverse basal trachea {ib) and the cubito-anal trachea {cu-cij 

and connects with a small accessory trachea which leads anteriorly to the 

costo-radial trachea (c-r). The remainder of the cubito-anal trachea which 

Morgan had suspected to be 
present, was not found in any 
of the specimens dissected. 
Even this small vestige was 
found to be absent in the 
hind wing. 

The posterior stems of 
the 1^ tracheae (ps) are repre- 
sented by slender tracheae 
which enter the coxae in the 
typical position for the pos- 
terior stems of the leg tracheae 
but their connections with the 
anterior stems {as) are very 
slight and seem to be lacking 

in some cases. It is very evident that the posterior tracheae to the l^^s 

are at the point of being lost in this form. 

There is a saucer shaped disc, which has been indicated by a dotted line 

in the figure, between the cubito-anal and costo-radial groups of tracheae 

in each wing. There is also a well developed apodeme, represented by a 

dotted line, just posterior to the union of the cubito-anal trachea (cw-a) 

and the transverse basal trachea (Jb) in each wing. The influence of these 

structures upon the tracheae of the wings will be taken up in the latter part 

of this paper. 

The based connections of the wing trachea of Chirotonetes nymph, Order 

Ephemerida. — ^The conditions of the basal connections of the wing tracheae 

of Chirotonetes are more easily understood 

after having studied the conditions in 

Epeorus. In Chirotonetes (Fig. 31) the 

anterior tracheal connections to the legs 

and wings have retained their primitive 

condition but the posterior connections are 

entirely absent. Small muscle tracheae, 

somewhat resembling the typical posterior 

connections, were found but their former 

connections have been entirely lost and the Fig. 31 • — The basal connections of 

cephalization of the air supply to the wings "^^i^^^^, ' sldT^w"!^ 

is complete. 

The basal connections of the wing trachecB of Apis tnellifica, Order Hymen- 

optera. — The pupa of a drone honey bee was used for the study of the trachea 
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of this form becatise of its large size. The highly specialized bee has 
specialized tracheal conditions but a study of the figure will recall the 
conditions in the more generalized insects. The Y-shape of the leg tracheae 
is as striking in the metathorax of the honey-bee as in the diagram of the 
typical condition (Fig. 32). In the mesothorax the anterior stem to the leg 
(as) is greatly elongated and extends dorsally to its connection with the 
costo-radial (c-r) branch to the wing and then passes ventrally into the leg. 
The posterior stem (ps.) to the mesothoracic leg (/.2) is united with the 
anterior stem (as) to the metathoracic leg a short distance from the spira- 
cular trunk. The spiracular trunk leading to the vestige of the meta- 
thoracic spiracle (v. sp^) is very 
long. 

The tracheae leading to the 
muscles of the coxae (mi) are well 
developed, and as shown in the 
figure, are united much like the 
leg tracheae with which they 
actually connect. But these 
muscle tracheae lie deep within 
the thorax and are relatively 
much smaller than the true leg 
tracheae. 

The branches to the wings 
exhibit the greatest specialization. 
In the case of both wings the air 
supply comes entirely from the 
spiracle anterior to the wing, 
for there is no connection with the spiracle posterior to the wing. A 
short distance distad from the union of the two branches to the front 
wing there will be noticed a slight projection from the tracheae. This 
projection is in such a position that it is highly suggestive of a vestige of the 
former cubito-anal trachea which extended from this point to the base of 
the metathoracic spiracular trunk. In a similar position on the trachea 
leading to the hind wing there are a few tracheal branches which may have 
a significance similar to that which has been ascribed to the projection on 
the trachea leading to the front wing. If these struct\ires represent the 
vestiges of the cubito-anal tracheae leading to the spiracular trunks, the part 
of the tracheae between these structures and the union of the tracheae (w) 
must represent the transverse basal trachea and the remainder of the 
posterior branch must represent the distal part of the cubito-anal trachea 
(cw-a). 




It h 

Fig. 32. — The basal connections of the tracheae 
of the wings of Apis. Side view. 
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EXAMPLES OP SPECIALIZATION BY ADDITION 

The basal connections of the wing trachea of ja nymph of Melanoplus sp,, 
Order Orthoptera. — ^The dissection of an acridid nymph is rather difficult 
because of the many tracheal branches and air sacs in the thoracic region. 
The minor branches and the air sacs were removed in the course of the 
dissection and the figure is a camera-lucida drawing of the tracheae with 
which this paper is concerned together with the more important minor 
branches. 

The tracheal connections are modified to a certain extent but the condi- 
tions are easily explained (Fig. 33). The point of union of the costo-radial 




Fig. 33. — The basal connections of the tracheae of the wings 
of Melanoplus. Side view. 

trachea (c-r) and the anterior stem of the leg trachea (as) has moved dorsad 
in both cases. In the mesothorax the anterior stem to the leg arises from 
the spiracular trunk (spi) and goes dorsad to the point where the costo- 
radial trunk (c-r) is given off and then it passes ventrad to meet the posterior 
stem ips) thus forming the usual Y-shaped trachea to the leg. It will be 
noticed that the posterior stem is the larger of the two. 

From the costo-radial trachea (c-r) of the front wing there is an acces- 
sory trachea (a. c-r) which connects with the saclike dilated dorsal longitu- 
dinal trachea {d.lt). The base of the cubito-anal trachea (cu-a) has fused 
with the anterior stem (as) to the metathoracic leg to form a common 
trunk extending dorsad for a short distance from the metathoracic spiracle. 
The cubito-anal trunk (cu-a) to the front wing has an accessory tracheal 
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connection (a. c-a) which passes mesad, just dorsad of the dorsal longi- 
tudinal trachea (d. It), to^ anastomose with its fellow of the opposite 
side. 

The changes in the costo-radial trachea to the hind wing have been 
similar to those to the front wing. The anterior tracheal stem to the leg 
{as) forms a common tnmk with the cubito-anal trachea of the front wing, 
as has jiist been described, and then it continues dorsad, in common with 
the costo-radial trunk (c-r) of the hind wing, tmtil it becomes independent 
of the wing trachea and passes ventrad to unite with the posterior stem of 
the leg trachea (j>s). 

The costo-radial trachea of the hind wing also has an accessory connec- 
tion (a. c-r) with the dilated dorsal longitudinal trachea (d. U) . The cubito- 
anal connection (cu-a) is unmodified except for a small accessory connection 
between it and the anterior stem of the leg trachea (as), similar to a 
connection found in the mesothorax. 

The posterior stem (ps) of the trachea to the metathoracic leg (h) is 
small and has new relationships at its point of entrance into the specialized 
hind leg. The descriptions of the leg trachea in the metathorax, which have 
given rise to these new relationships involving the second abdominal 
spiracle, belong more properly to the last part of this paper and their dis- 
cussion will be postponed for the present. 

The based connections of the wing trachea of Anax and Lestes, Order 
Odonota. — ^The tracheation of Plathemis lydia was described and figured by 
G. G. Scott {Biological Bulletin 1905, ix: 341-354). The author described 
the tracheae of the wing as arising from a loop, the anterior trachea of the 
loop arising from the dorsal longitudinal trachea and the posterior trachea, 
in the case of the mesothorax, arising from the short transverse connective 
in such a way that the two posterior tracheae of the fore wings originate side 
by side. The tracheation of the hind wings is described as similar to that 
of the fore wings except that the anterior trachea arises from the spiracular 
trunk near the dorsal longitudinal trachea and the posterior trachea is 
described as originating directly from the dorsal longitudinal trachea. 

R. J. Tillyard (Proceedings of the Linnean Society of New South Wales, 
1914, xxxix, pt. I, p. 163-216, pi. xi-xiii) made a study of Odonata nymphs 
using transmitted light to distingtiish the tracheae. His description is said 
to embody the results obtained from the study of both the Anisoptera and 
the Zygoptera and a diagram of the lateral view of the thorax is given to 
show the connections of the wing tracheae. This author describes one 
tracheal branch to each leg and one trachea, arising from the dorsal longi- 
tudinal trachea, as entering each wing pad from the anal end, forming a 
loop from which the wing tracheae arise, and passing out of the wing pad at 
the costal end as a fine threadlike trachea which connects with the leg 
trachea of the same segment. 
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Tillyard's description and figure differ from those of Scott in that the 
former author has the anterior wing tracheae connecting with the leg 
tracheae and the posterior wing tracheae connecting with the longitudinal 

trachea, while the latter author 
has the anterior trachea of the 
fore wing connecting with the dor- 
sal longitudinal trachea and that 
of the hind wing connecting with 
the spiracular trunk near the dor- 
sal longitudinal trachea. 

The posterior trachea to the 

wings is said by him to connect 

with a transverse connective, in 

the case of the fore wing, and with 

Fig. 34. — The basal connections of the tracheae the dorsal longitudinal trachea in 




of the wings of Anax, Dorsal view. 



the case of the hind wing. 



The figures accompanying this paper are the result of numerous dissec- 
tions and show the conditions in a representative of each of the two sub- 
orders (Figs. 34 and 35). There are two tracheae entering the front of 
each wing pad, the usual costo-radial trunk (c-r) connecting with the 
anterior stem of the leg trachea (as) and accessory costo-radial trunk (a. c-r ) 
connecting with the dorsal longitudinal trachea (d. ft), in the case of the 
front wing, and with the trunk to the vestigial metathoracic spiracle, in the 
case of the hind wing. It is 
probable that Tillyard has 
seen the costo-radial trachea 
in studying the lateral view 
of the thorax while Scott 
has seen the accessory costo- 
radial trachea in his study of 
the dorsal view of the thorax, 
which he figures. 

There are likewise two 
posterior tracheae to each 
wing pad. The cubito-anal 
tracheae (cu-a) of both wings 
are vestigial and are made 
out with some difficulty but 
they have retained their 
original connections with the 
posterior stems of the leg 
tracheae. The accessory cubito-anal tracheae (a. cu-a) are much the larger; 
the one to the fore wing arises from the transverse connective which lies 




Fig- 35- — The basal connections of the tracheae 
of the wings of Lestes. Side view. 
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between the two dorsal longitudinal tracheae (d. U) as described by Scott 
(i. c.) and the one to the hind wing arises from the dorsal longitudinal 
trachea. It will be noticed that in the side view of Lestes (Fig. 35) 
the connection of the accessory cubito-anal trachea (a. cu-a) of the 
noesothorax with the transverse connective cannot be seen for it is hidden 
by the dorsal longitudinal trachea •(d. U). The vestige of the true cubito- 
anal trachea (cu-a) has doubtless been overlooked by both of the former 
authors. 

THE INFLUENCB OF THORACIC STRUCTURE ON THE CONNECTIONS OF THE 

WING TRACHEifi 

The main tracheae of insects lie in the spaces of the body allowing for the 
free passage of air thru their lumina. Their flexibility is a necessity for 
tracheae entering the appendages of the body must bend readily when these 
structures are moved and it is all important that the flexible tracheae should 
avoid contact with any structure which might at any time bring pressure to 
bear upon their walls and interfere with the free passage of air. The course 
oi the tracheae to the wings might be expected to be direct but at the same 
time the avoidance of rigid structures, such as those concerned with the 
movement and articulation of the wings, among which the tracheae must 
pass, would seem to be an important factor in determining their course. 

The material presented in this paper affords many examples of altered 
courses of tracheae which seem to be due to peculiarities of thoracic struc- 
ture. In the wing of the Mayfly, Epeorus, (Fig. 30) a simple example may 
be found. There is a saucer-shaped disc, which has already been referr^ 
to as lying between the medial, cubital, and transverse basal tracheae, and 
which has been indicated in the drawing by a dotted line, around which the 
tracheae pass. This disc with its two chitinous walls of such convexity 
would xmdoubtedly be a great obstacle to the passage of air if the tracheae 
crossed it rather than encircled it as they do, altho the latter course of the 
tracheae is the longer. 

The case of the stone fly, Pteronarcys (Fig. 19), presents an example of 
the modification of the medial trachea (m) which is very suggestive. The 
medial trachea {m) will be noticed to arch caudad toward the cubito-anal 
group of tracheae and altho there is no transverse basal trachea the medial 
trachea might, from its position, be considered to be midway between the 
costo-radial and cubito-anal groups of tracheae. The examination of a 
nymph which is nearly ready to emerge will show a strong process, evi- 
dently the wing process, (indicated by a dotted line in the drawing) pro- 
jecting between the radial (r) and medial (m) tracheae to articulate with an 
over-lying articular sclerite, evidently the second axillary sclerite. Here 
again it seems very diear that the course of a trachea is modified from the 
most direct route by a mechanical obstruction. Moreover this case is very 
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significant for the cause of the migration of the medial trachea along the 
transverse basal trachea, as stated in the introduction, was one of the 
problems which prompted this research. 

Modifications of the thorax which would result in the posterior migra- 
tion of the wing process would also result in the posterior migration of the 
base of the medial trachea. Likewise a cephalization of the wing would 
bring the cubito-anal group of tracheae nearer the medial trachea, if the 
wing process remained in its original position and did not allow the medial 
trachea to move cephalad with the rest of the structures of the wing. 

The consideration of the relationships of thoracic peculiarities and the 
modifications of the tracheae to the wings may profitably be extended to the 
more general conditions. The insects considered in this paper have been 
divided into three groups: those with generalized connections of the wing 
tracheae, those with reduced conneptions of the wing tracheae, and those in 
which the connections of the wing tracheae have been specialized by the 
addition of new connections. In the group where the conditions of the 
tracheal connections are generalized the thoracic structure is also general- 
ized. The examples of the Blattidae among the Orthoptera, the Plecoptera, 
the Neuroptera, the Lepidopter^, and the others are quite generalized, while 
the Coleoptera and Hemiptera are mentioned both for their somewhat 
generalized wing connections and for the reduced connections to the legs, 
which latter condition is accompanied by the oblique position of the lateral 
sclerites of the thorax. 

Among the insects with reduced connections of the wing tracheae there 
are many varieties of thoracic structure illustrating several lines of speciali- 
zation. It is not the purpose of this discussion to enter into the details of 
so complex a region as the thorax or to attempt to ascribe all the modifica- 
tions of the connections of the wing tracheae to the peculiarities of thoracic 
structure alone, but rather to call attention to the fact that reduced wing 
tracheae occur in the insects that have a specialized thorax. In the draw- 
ings of the Ephemerida (Figs. 30 and 31) and the Hymenoptera (Fig. 32). 
apodemes are represented by dotted lines just posterior to each wing. 
These apodemes may be studied in insects which are about to emerge from 
the pupal state and from their position it seems very probable that they 
obstruct the course of the cubito-anal tracheae and eventually lead to their 
reduction and the consequent cephalization of the air supply to the wings. 

The last group of insects, those with additional tracheal connections to 
the wings, includes the Odonata (Figs. 34 and 35) and the jimiping Orthop- 
tera (Fig. 33). These two groups of insects are peculiar in that their nymphs 
have their wing pads flexed dorsally, approximating the mid-dorsal line. 
Such a position of the wingpads favors the enlargement of any median 
tracheal connections such as the accessory connections to the wings (a. c-r ) 
and (a. cu-a) because the wingpads are drawn so close to the dorsal longi- 
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tudinal tracheae. On the other hand, the original tracheae {cu-a and c-r) 
must be greatly elongated and no doubt are obstructed by apodemes 
along their new path, especially in the case of Odonata. 

The accessory cubito-anal trachea (a. cu-a) of the Odonata is much 
larger than the reduced cubito-anal trachea (cii-a) and is also larger than 
either of the anterior tracheal connections (c-r and a. c-r), each of which is 
about half its size. The fact that the two anterior tracheae have had their 
courses altered by the change in form isprobably the cause of their reduction. 

Some of the most interesting correlations between thoracic structure 
and tracheal conditions are to be found in the study of the leg tracheae and 
the analogy with the conditions of the wings is most instructive in the 
consideration of their tracheae. In the Coleoptera (Fig. 25) wh^re the 
thorax is oblique and the legs have moved caudad, the anterior stem (as) 
to the mesothoracic leg (^2) is absent and the anterior stem to the meta- 
thoradc leg (^) is small while both of the posterior stems are large. 

The Hemiptera (Figs. 22, 23, and 24), which have a thorax like that of 
the Coleoptera, also have modified conditions of the leg tracheae which are 
most marked in the Belostomidae (Fig. 24) where there is a single stem of the 
leg trachea, due to the posterior migration of the main leg trachea which 
results in the obliteration of the posterior stem and the elongation of the 
anterior stem of the trachea. 

The Odonata present a thorax which is oblique in the opposite direction 
from the examples mentioned above, for the legs have moved cephalad. 
This skewness of the thorax in the Odonata was studied by Needham and 
Anthony {Journal of the New York Entomological Society, 1903, xi: 117- 
125) and the angle formed between the perpendicular and the himieral 
angle was found to vary from 21 degrees in some of the Aeschninae to 71 
degrees in certain Agrioninae. This furnishes a series of modifications in 
which the tracheae may be studied and it has been found by a study of a 
series of nymphs that the proportionate size of the anterior stem of the leg 
trachea varies in direct proportion to the size of the angle of the thorax, 
while the size of the posterior stem of the leg trachea varies in inverse 
proportion to the size of the thoracic angle. The thoracic angle of Anax 
Junius (Fig. 34) is 27 degrees and the posterior stem of the leg trachea (fis) 
is slightly larger than the anterior stem {as) . Lestes (Fig. 35) has a thoracic 
angle of 66 degrees and the posterior stem of the leg tracheae {ps) is very 
small while the anterior stem {as) is comparatively large. 

In this connection it is interesting to note that Tillyard (1. c. p. 205) 
entirely overlooked the posterior stem of the leg trachea in his figure of 
Austrolestes. The Odonata, therefore, with their highly modified thorax 
and greatly altered tracheae to both the wings and legs, present the best 
example of the correlation between thoracic structtire and the tracheal 
connections. 
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The jtimping Orthoptera (Fig. 33) have the tracheation of the hind leg 
greatly mcxiified in that a part of the tracheae come from the second 
abdominal spiracle. This is a condition which has been met with nowhere 
else and is undoubtedly due to the great development of the hind leg and its 
intrusion into the abdominal region. 

THE COMPARATIVE VALUES OF THE AIR SUPPLIES TO THE TWO PRINCIPAL 
TRACHEiE OF THE WINGS 

The value of the air supply of the wing tracheae has been suspected of 
being the cause of some of the tracheal modifications of the wings. This 
theory has been mentioned in the introduction of this paper and it has been 
given some study by Tillyard (1. c. p. 207-218). This author has made a 
study of the Odonata where the basal connections of the tracheae are most 
highly modified. The author has formulated a theory, as the result of his 
work, which reads as follows: 

"The peculiarities shown by the wing- venation of the Odonata, as con- 
trasted with that of other insects, are due primarily to the aquatic habits of 
the larvae; whereby, thru the development of rectal or caudal breathings 
the oxygen-supply of the developing wing is carried from the posterior end 
of the body, and enters the wing-base at its anal end.** 

The invasion of the area of the radial sector by the medial trachea is 
accotmted for by the fact that the medial trachea is nearer the air supply 
than the radial trachea. Several other modifications are ascribed to the 
same cause. 

The Odonata would seem a very unfavorable order to \ise in the study 
of the comparative values of the air supplies to the wings because the 
conditions are so highly specialized. A better understanding of the subject 
may be had by returning to the typical condition of the tracheal connec- 
tions and following the various lines of development. 

Each wing typically receives air from two spiracles and the meta- 
thoradc spiracle (Fig. 17, 5{h) supplies the cubito-anal portion of the front 
wing and the costo-radial portion of the hind wing. It may be assumed 
that the three typical sources of air supply are equal. The Lepidoptera 
(Fig. 21) have the tracheal connections to the wings very generalized but the 
metathoracic spiracle (r. sp) is rudimentary in the pupa. This would 
seem to make the air supply to the cubito-anal portion of the front wing 
and the costo-radial portion of the hind wing inferior to the others and the 
tracheation of the two wings should be quite different. On the other hand 
the tracheae seem to have been unmodified and to have retained their 
tjrpical relationships. 

It is diflScult to apply the air-supply theory to the case of the honey-bee 
for the hind wing has lost its cubito-anal connection which was with the 
functional first abdominal spiracle (Fig. 32 sp^ and has retained its costo- 
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radial connection (c-r) with the trunk of the vestigial metathoracic spiracle 
{v. spt). The posterior wing has, therefore, forsaken the best source of air 
supply and retained a connection with a trunk which no longer has an 
opening to the exterior. 

In all the cases where the wing tracheation has been reduced it is the 
cubito-anal trachea which has been lost. If the air supply is the factor 
causing the one connection to be lost and the other connection to be retained 
it is not easy to understand how it operates in the case of the metathoracic 
spiracle, for here the cubito-anal trachea to the front wing is lost and the 
costo-radial trachea to the hind wing is retained. 

To return to the case of the Odonata where the air-supply theory seems 
to find its best support, the posterior connection to the front wing should 
be considered. If the accessory cubito-anal trachea (Fig. 34, a. cu-a), 
which is enlarged, connected with the dorsal longitudinal connective {d. U) 
as Tillyard (/. c.) thought, it would be favorable to the air-supply theory, 
but it connects with a small transverse connective between the two dorsal 
longitudinal tracheae. This makes an indirect course for the air to follow 
in going to the wing and the condition would seem to be more easily 
explained as having arisen as an enlargement of a simple anastomosis of the 
accessory cubito-anal tracheae of both sides, a condition found in Melanoplus 
(Fig. 33) . The union of these tracheae might easily have anastomosed with 
a transverse connective to form a course which later became enlarged 
because it was the least obstructed route for the air to follow to the wings. 

It should be remembered that there are two anterior tracheae leading to 
the wing pad (c-r and a. c-r), each of which is about half the size of the 
posterior trachea (a. cu-a) and the two together must supply about as much 
air to the wing as this posterior trachea does. 

The condition of the leg tracheae in the Odonata is very instructive in 
the study of the values of the air supplies in the thorax. The legs, like the 
wings, each have two tracheal connections which typically derive their air 
supply from the same sources as do the tracheae to the wings. But in the 
Odonata the posterior stem of the leg tracheae, which should offer the more 
direct course for the air to follow in passing to the legs from the gills at the 
posterior end of the body, is greatly reduced, when the thoracic angle is 
great, while the anterior stem with its less direct course is enlarged. This 
would indicate that the directness of the air supply has little to do with the 
modification of the leg tracheae in the Odonata. 

The belief that the migration of the medial trachea along the transverse 
basal trachea toward the cubito-anal group of tracheae might be due to the 
better air supply to that group was referred to in the introduction of this 
paper. In view of the fact that the basal connection of the posterior group 
of tracheae is the one to be lost in all cases where there is a reduction of the 
tracheal connections, it seems more reasonable to ascribe this migration of 
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the medial trachea to pectiliarities of thoracic structure, as has been done 
above. 

The invasion of the area of the radial sector by the medial trachea in the 
Odonata was also referred to in the introduction as a condition which might 
be due to the better air supply of the cubito-anal trachea. In the Odonata 
the distance between the bases of the radial and medial tracheae is so short 
that it would hardly seem that the medial trachea should be so modified as 
to invade the area of the radial trachea in order to save the air from passing 
so short a distance along the transverse basal trachea. The May-flies 
illustrate the same condition of the medial trachea invading the area of the 
radial sector, but here the connection of the cubito-anal trachea has been 
lost and the air supply of the wing has been completely cephalized so that 
the medial trachea is less favorably situated, with regard to the directness 
of the air supply, than is the radial trachea, the area of which it has invaded. 

From all these considerations it would seem that the directness of the 
air supply is not an important factor in controlling the relationships of the 
tracheae. However, the fimction of the tracheae is to supply air and, even 
tho the surrotmding structures may obstruct their way and catise them to 
become modified and adopt new and longer courses, they must still furnish 
an adequate supply of air to the tissues. The accessory cubito-anal tracheae 
to the hind wings of the Odonata is a case where the least obstructed course 
for the tracheae to follow is also the shortest course, but the majority of 
cases, such as the modified base of the medial trachea of the stonefly and 
the single trachea to the wing of the honey-bee connecting with the trunk 
of a vestigial spiracle, have seemed to have no regard for the distance which 
the air must pass in reaching the tissues, but they have all adopted the 
least obstructed course for the air to follow. The length of the tracheae, 
therefore, does not seem to be the factor causing the modifications of 
structxu'e, but rather a covu'se for the tracheae which is free from obstruction 
and which will allow for the passage of the air. Whether the air reaching 
the radial trachea comes from the costo-radial or cubito-anal trachea makes 
no difference to the tissues so long as the course of the radial trachea is 
unobstructed. The medial trachea, on the other hand, would not be 
expected to invade the area of the radial trachea simply becatise its base 
might be a millimeter or two nearer to the sotirce of air supply any more 
than the radius should invade the area of the media in forms like the May- 
flies where the cubito-anal trachea has been lost. 

CONCLUSIONS 

The material upon which this discussion is based does not constitute an 
exhaustive study of this subject, for each order of insects presents an oppor- 
tunity for more detailed research. However, there are certain points with 
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regard to the general subject of the basal connections of the wing tracheae 
which are clearly brought out by the study of the material presented. 

It has been shown that the basal connections of the tracheae of the wings 
of insects may be referred to a typical condition which is found in the more 
generalized forms and which may be traced thru various modifications to 
the more specialized groups. 

Very generalized conditions of the connections have been found in the 
Blattidae, among the Orthoptera, the Plecoptera, Neuroptera, and the 
Lepidoptera. The Hemiptera, Coleoptera, and Diptera show the begin- 
nings of specialization but have been grouped with those having generalized 
conditions. 

The typical conditions of the connections of the wing tracheae have been 
specialized by reduction in the Trichoptera, Ephemerida, and the Hymen- 
optera and this modification accompanies the specialized condition of the 
thorax. 

In other groups, the jumping Orthoptera and the Odonata, the tracheal 
connections of the wings have been modified by the addition of accessory 
tracheae and this condition is correlated with the position of the wing pads 
which are dorsally flexed in the nymphs of these two groups. 

Peculiarities of thoracic structtire seem to be the most important factor 
in governing the course and relationships of the tracheae. Processes and 
apodomes have been found to lie in the typical paths of the tracheae so 
obstructing them that the tracheae could not do otherwise than go around 
them even tho their course was lengthened by so doing. 

The directness of the air supply does not seem to be an important factor 
in controlling the course and relationships of the tracheae. Both the 
migration of the medial trachea toward the cubito-anal group, along the 
transverse basal trachea, and the invasion of the area of the radial sector by 
the medial trachea in the wing have been found to take place without regard 
to the directness of the source of the air supply. 
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CHAPTER III 
THE MORE GENERAL FEATURES OF THE WINGS OF INSECTS 

The series of investigations briefly reviewed in the preceding chapters 
has led to the adoption of a uniform terminology of the wing- veins of insects. 
The application of this terminology to the wings of representatives of the 
several orders of insects is discussed in later chapters ; but, in order to avoid 
repetition, the more general features of the wings of insects are discussed 
here, and the terms applied to the different types of wings and to the parts 
of wings are defined. 

The presence or absence of wings in insects. — Excepting in that divi- 
sion of the Hexapoda, or insects, that is known as the Apterygogenea, and 
which includes the CoUembola, the Campodeoidea, and the Thysanxira, 
wings are usually present in adult insects. Regarding the absence of wings 
in the Apterygogenea two very different theories are held. The first was 
proposed by Friedrich Brauer, in his Systematisch-Zoologische Studien 
(1885). According to this theory, the CoUembola, Campodeoidea, and 
Thysanura represent a branch of the insect series that separated fnxn the 
main stem before wings were evolved, and which consequently is phylo- 
genetically distinct from the series of orders of insects that decended froms 
the primitive winged insects, and in which the absence of wings, when such 
is the case, is due to their having been lost. 

Brauer, therefore, separated the Hexapoda into two primary divisions: 
the Apterygogenea, or originally wingless insects; and Pterygogenea, or 
originally winged insects. The former division includes only the CoUem- 
bola, Campodeoidea, and the Thy^aniua; the latter includes aU other 
insects. 

The second theory is that maintained by Handlirsch in his Die Fossilen 
Insekten (i 906-1908). According to this theory aU living insects have 
descended from the winged Palaeodictyoptera of Paleozoic times; and the 
absence of wings in the so-called Apterygogenea is due to specialization by 
reduction. It does not faU within the scope of this essay to discuss these 
rival theories. 

Even in the Pterygogenea many wingless forms are found; there being 
wingless representatives of nearly aU of the orders of winged insects. But 
here the wingless condition is unquestionably an acquired one. 

The loss of wings by members of the Pterygogenea is often confined to a 
single sex of a species; thus with the canker-worm moths, for example, the 
females are wingless, while the males have well-developed wings; on the 
other hand, with the fig-insect, Blastophaga, the female is winged and the 
male wingless. 

(52) 
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When the wings are all present, there are two pairs: one pair borne 
by the mesothorax; and one pair, by the metathorax; prothoracic wings 
are tinknown among living insects. 

In certain cases one pair of wings may be either wanting or so modified in 
fonn as to be not fitted for organs of flight. Thus the flies, or Diptera, have 
only the first pair of wings fitted for flight, the second pair being repre- 
sented by a pair of knobbed threads, the halteres, which are probably organs 
of some special sense; and with the earwigs and the beetles, the first pair 
of wings are greatly thickened and serve as wing-covers or elytra, which 
protect the hind wings when they are not in tise. In these cases the hind 
wings are the chief, if not the only organs of flight. 

The fundamental structure of the ¥nngs of insects. — Studies of the 
development of wings have shown that each wing is a saclike fold of the 
body-wall ; but in the fully developed wing, its saclike nature is not obvious ; 
the upper and lower walls become closely applied throughout the greater 
part of their extent; and, since they become very thin, they present the 
appearance of a single deUcate membrane. Along certain lines, however, 
the walls remain separate, and are thickened, forming the firmer frame- 
work of the wing. These thickened and hollow lines are termed the veins 
of the wing ; and their arrangement is described as the venation of the wing. 
Many of the older writers termed the wing-veins nervures and their arrange- 
ment the neurcUion of the wing. 

The thin spaces of the wings which are bounded by veins are called 
cells. When a cell is completely surrounded by veins it is said to be closed; 
but when it extends to the margin of the wing it is said to be open. 

The different types of insect wings. — ^What may be regarded as the 
typical form of insect wing is a nearly flat, delicate, membranous appendage 
of the body, which is stiffened by the so-called wing-veins. But striking 
modifications of this form exist; and to certain of them distinctive names 
have been applied. 

The fan-like wings. — While the typical form of insect wing presents a 
nearly flat surface, in many insects the wings are more or less corrugated, 
and in some the corrugating of the wings has proceded so far that a fan-like 
form of wing has resulted. 

Among the more perfectly fan-Uke wings two quite distinct types can 
be recognized; these may be designated as the fixed fan-like type and the 
folding fan-like type respectively. The most perfect examples of the former 
are the wings of the Ephemerida; of the latter, the anal area of the hind 
wings of the Acrididae. 

In the fixed fan-like t)^ the corrugating of the wing serves to strengthen 
it, and thus fit it to withstand better the strain brought upon it by beating 
the air in flight. This can be easily illustrated by first attempting to use a 
flat sheet of paper as a fan and then after folding the paper in plaits using 
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it for that purpose. In the fixed fan-like type of wing the so-called concave 
and convex veins are quite evenly developed. 

The folding fan-like type of wing is better fitted to function as a para- 
chute when outspread than as an organ for beating the air; in this type the 
convex veins are much more prominent than the concave veins. 

The elytra. — In the Coleoptera and in the Dermaptera the front wings 
are thickened and serve chiefly to protect the dorsal wall of the body and 
the membranous hind wings, which are folded beneath them when not in 
use. Front wings of this type are termed wing-covers or elytra. 

The hemelytra. — ^The front wings of the Heteroptera, which are thickened 
at the base like elytra, are often designated the hemelytra. 

The tegmina. — ^The thickened fore wings of Orthoptera are termed the 
tegmina by many writers. 

The haUeres. — The hind wings of the Diptera, which are knobbed thread- 
like organs, are termed the halteres. The hind wings of the males of the 
family Cocddae are also thxead-like. 

The pseudo'halteres. — ^The re- 
duced front wings of the Strepsip- 
tera are known as the psettdo-halteres. 
The margins of wings. — ^An 
insect's wing is more or less tri- 
angular in outline; it, therefore, 
presents three margins: the costal 
^ margin or costa (Fig. 36, o-fe); the 

inner margin (Fig. 36, c-d). 
The angles of wings. — The angle at the base of the costal margin of a 
wing is the humeral angle (Fig. 36, a) ; that between the costal margin and 
the outer margin is the apex of the wing (Fig. 36,6); and that between the 
outer margin and the inner margin is the anal angle (Fig. 36, c). 

The tegula. — In several orders of insects there is at the base of the costal 
vein a small, hairy, slightly chitinized pad; this is the tegula (Fig. 38, Tg). 
In the more specialized orders, the Lepidoptera, the Hymenoptera, and the 
Diptera, the tegula is largely developed so as to form a scale-like plate 
overlapping the base of the wing. 

The tegulae of the front wings of Lepidoptera are specially large and are 
carried by special tegular plates of the notum. These in turn, are sup- 
ported by special internal tegular arms from the bases of the pleural wing 
processes (Snodgrass, '09). 

The axillary cord. — ^The posterior margin of the membrane at the base 
of the wing is sually thickened and corrugated; this cord-like structure is 
termed the axillary cord. The axillary cord normally arises, on each side. 




Digitized by 



Google 



THE GENERAL FEATURES OF WINGS 



55 



from the posterior lateral angle of the notum, and thus serves as a mark for 
determining the posterior limits of the nottim. 

The azQlary membrane. — ^The membrane of the wing base is termed by 
Snodgrass the axillary metftbrane; it extends from the tegula at the base of 
the costal margin of the wing to the axillary cord at the base of the anal 
area of the wing; in it are found the axillary sclerites; it is most prominent 
at the base of the anal area of the wing, where it is margined by the axillary 
cord. 

The alula, — In certain families of the Dip- 
tera and of the Coleoptera the axillary mem- 
brane is expanded so as to form a lobe or 
lobes which fold beneath the base of the wing 
when the wings are closed; this part of the 
wing is the alula or alulet. The alulae are 
termed the squanuB by some writers, and the 
calypteres by others. 

The articulation of the wings. — The wings 
are articulated to the lateral ntiargins of the 
notum of the two wing bearing segments. In 
the membrane at the base of each wing, the 
axillary membrane, there are several axillary 
sclerites, which are relatively constant in posi- 
tion but which vary in form in different 
insects. 

These axillary sclerites have been much 
studied for neariy one hundred years. They 
were described in the early part of the last 
century by Jurine (1820), Chabrier (1820), Fig. 37. — Lateral view of a wing- 
and Straus-Durckheim (1828); the more ^'^''Inod^^).^^'^"' 
important of the later papers on this subject 

are those of Amans (1885), Lowne (1892), Voss (1905), Berlese (1909), 
and Snodgrass (1909, 1910 a, 1910 b.). 

The accounts by Snodgrass are the most complete and logical, and as his 
terminology of the parts of the thorax to which the wings are attached and 
of the axillary sclerites is the simplest I have adopted it here. The follow- 
ing statement is compiled from these accoimts. 

The thoracic supports of the wings. — Figure 37 is a diagram, given by 
Snodgrass, of a lateral view of a generalized, wing bearing segment, left 
side. The chief supports of the wing are two processes of the notum and one 
of the pleurum; these are the anterior notal wing process (ANP), the 
posterior notal wing process (PNP), and the wing process of the pleurum 
(WP). Behind the posterior notal wing process is the attachment of the 
axillary cord (AxC). 
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The above generalization is true of all of the orders of winged insects 
except the Ephemerida and the Odonata. In these two orders the flexible 
bases of wing-veins merge into the lateral margins of the notum, and only 
one distinct axillary sclerite is present at the base of each wing. 

The axillary sckrites. — There are typically four axillary sclerites; but 
occasionally some of these are subdivided and sometimes there occur small 
extra chitinizations in the axillary membrane. 

The four principal axillary sclerites are designated as the first, second, 
third, and fourth axillary, respectively. Their relative positions are indi- 
cated in Figure 38. "Two of these, the first {lAx) and the fourth {4AX), 
form a hinge with the anterior and the posterior notal wing processes, 
respectively, while the second {2 Ax) articulates below with the wing process 
of the pleurum, constituting thus a sort of pivotal element. The third 




Fig- 38- — Diagram of a wing showing the axillary sclerites 
(From Snodgrass). 

axillary {sAx) intermediates between the bases of the anal veins and the 
fourth axillary — except when the latter is absent ( as it is in nearly aJl insects 
except Orthoptera and Hymenoptera), in which case it articulates directly 
with the posterior notal process. 

*The base of the costa is not directly associated with any of the axil- 
laries, but is specially connected by tough membrane below with the 
epistemal paraptera. The subcosta abuts against the end of the curved 
neck of the first axillary. The radius is either attached to or touches upon 
the anterior end of the second. The media and the cubitus are usually 
associated with each other at their bases and also more or less closely with 
one or two median plates (w) in the wing base. These plates, however, are 
not of constant shape and occurrence as are the articulating axillaries. The 
anals are generally attached to the outer end of the third axillary, which 
acts as a lever in the folding of the wing. 

**A few insects have a generalized wing almost identical with the 
diagram (Fig. 38), but most of them depart from it in varying degrees.*' 
(Snodgrass, '10). 
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The costal sclerite. — The costa does not connect with any of the axillary 
sclerites named above; but there is very generally at its base a more or less 
distinct sclerite, which may be termed the costal sclerite. This is regarded 
by Snodgrass as merely the base of the costa; but as it is frequently a dis- 
tinct sclerite of considerable width it merits a special name. 

In the hind wings of many of the Lepidoptera, the costal sclerite forms 
a strong support for the frenulum. This sclerite is represented, but not 
lettered, in the figure of the wings of Prionoxystus (Fig. 62) ; it is also very 
prominent in the hind wing of Caccecia (Fig. 353). 

Figures of the bases of many insect wings showing the form and position 
of the axillaries are given by Snodgrass. 

The tuberosities of the base of the wing. — ^At the base of each wing in 
most insects, there are two prominent, elevated, shoulder-like areas; these 
were designated by Amans ('85) as the anterior tuberosity and the posterior 
tuberosity respectively. These tuberosities are better defined in the fore 
wings than they are in the hind wings. 

The anterior tuberosity is at the base of the radius and the adjacent 
veins, and the posterior tuberosity is at the base of the anal veins. The 
posterior tuberosity is sometimes divided into two or three tuberosities, 
corresponding to the separate anal veins. 

The cubito-anal sulcus. — The deep channel between the anterior and 
the posterior tuberosities may be termed the cubito-anal sulcus. 

In most insects the cubito-anal sulcus is traversed by the basal part of a 
wing-vein. This vein is either the cubitiis, the first anal vein, or the 
coalesced bases of these two veins, differing in different insects. In a few 
insects, as in Corydalus, there is no vein at the bottom of the sulcus, the 
cubitus extending along one side of it and the first anal vein along the other. 

As a rule, a vein traversing this sulcus is more or less atrophied at its 
base. 

The corrugations of the wings. — The wings of comparatively few insects 
present a flat surface ; in most cases we find that the membrane of the wing 
is thrown into a series of folds or corrugations. This corrugating of the 
wing in some cases adds greatly to its strength; this is well-shown by the 
wings of dragonflies; and in most orders the costal margin of the wing is 
strengthened by a plication between the costa and the radius, this is the 
subcostal fold. In other cases, the corrugations are the result of a folding of 
the wing when not in use; this is well-shown in the anal area when this part 
is broadly expanded. 

The cubito-anal fold. — There is one fold that is almost universally present 
in the wings of insects. This fold is a continuation of the cubito-anal 
sulcus, which usually extends to the margin of the wing; it may be termed 
the cubito-anal fold. It is in this fold that the anal furrow is developed 
when present. 
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The anal area and the preanal area. — In descriptions of wings it is 
frequently necessary to refer to that part of the wing that is supported by 
the anaJ veins ; this is designated as the anal area of the wing ; and that part 

of the wing lying in front of 
the anal area, including all of 
the wing except the anal area, 
is termed the preanal area. 

The furrows of the wing. 
— ^There are found in the 
wings of many insects one or 
more suture-like grooves in 
the membrane of the wing; 
these are termed the furrows 
of the wing. The following 
furrows have received dis- 
tinctive names. They occur 
chiefly in the fore wings. 

The anal furrow. — The 
anal furrow is the one of the 
furrows of the wing that is 
most often present. It is 
developed in the cubito-anal 
fold; but in many insects 
where there is a well-devel- 
oped cubito-anal fold there is 
no definite, sutxu'e-like anal 
furrow. 

The anal furrow is usually 
either between the cubitus 
and the first anal vein or it is 
coincident with the first anal vein which it may supplant in forms in 
which the venation of the anal area is reduced. This is the case in the 
Lepidoptera and the Diptera and is well-shown in the wings of Bombyx 
mori (Fig. 39), in which a vestige of the first anal vein is preserved near the 
margin of the wing. 

In the Hymenoptera, where the anal furrow is developed between the 
cubitus and the first anal vein, it cuts through those veins, the tips of which, 
coalescing with the anal veins, crosses its course (Fig. 40). 

In those Heteroptera in which we have been able to determine the veins 
in the fore wings, the anal furrow has been developed in front of the cubitus 
(Fig. 41, af). 

A study of the musical organs of adult Orthoptera throws light on the 
nature of the anal furrow. In the female this furrow lies in its usual posi- 
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tion between the cubitus and the first anal vein; but in the males of the 
Locustidae and the Gryllidae the anaJ furrow crosses vein Cuj. It is evident, 



Fig. 40. — Typical hymenopterous wing. The median furrow and the 
anal furrow are indicated by dotted lines. 

therefore, that this furrow is merely a fold in the adult wing, and that its 
position is variable. 

The median furrow. — ^This is a longitudinal furrow which is usually 
between radius and media (Fig. 41, mf). It is well-marked in many of the 
Heteroptera, where it separates the embolitmi from the remainder of the 
corium (Fig. 42) ; and in the Hymenoptera its course is marked by a series 
of weak spots, the bullae, in certain veins (Fig. 40). 

The nodal furrow. — The nodal furrow is a transverse suture beginning at 
a point in the costal margin of the wing corresponding to the nodus of the 
Odonata and extending towards the inner margin of the wing. It crosses a 
varying ntunber of veins in different orders of insects. It is well-shown in 




Fig. 41. — Fore wing of a bug, Hormostes reflexulus; m /, median furrow; 
a/, anal furrow (After C. & N.). 

the fore wing of the flower-bug (Fig. 42) ; and in the fore wing of a Cicada 

(Fig. 43, n f). The nodal furrow is termed the costal hinge by some writers. 

The axillary furrow. — The axillary furrow is a suture-like line extending 

from the base of the wing to the inner margin ; it ends at the axillary excision 
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Fig. 42. — Fore wing of a flower-bug 
(Acanthiidae) ; e embolium. 



when this is present. This line serves as a hinge which facilitates the fold- 
ing of the posterior lobe of the wing under that part of the wing in front of it. 

The axillary excision. — In the 
wings of most Diptera there is a 
notch in the inner margin of the 
wing near its base (Fig. 44, ae) ; this 
has long been known as the axillary 
excision; the application of this term 
may be extended advantageously to 
the notch in a similar position that 
exists in the wings of many other insects. 

The posterior lobe. — That part of the wing lying between the axillary 
excision and the axillary membrane at the base of the wing in the wings of 
Diptera (Fig. 44, /) has been termed the posterior lobe. The development of 
a posterior lobe, however, is not limited to the Diptera, a distinct posterior 
lobe being found in the representatives of several of the orders. 

In some cases, as in those Diptera where an alula is developed, the 
posterior lobe and the axillary membrane are distinctly differentiated; but 
in other cases they are not, as in the wings of Corydalus. 

The posterior lobe of the fore wings of certain insects has been specialized 
so as to serve as an organ for uniting the fore and hind wings. Two types of 
such an organ are defined later. 

The posteiior lobe of the wing and the clavus of the Heteroptera are not 
homologous, the clavus including a much larger part of the wing than does 
the posterior lobe. 

The methods of uniting the two wings of each side. — It is obvious that 
a provision for ensuring the synchronous action of the fore and hind wings 
adds to their efficiency ; it is as important that the two pairs of wings should 
act as a unit as it is that the members of a boat's crew should pull together. 

In many insects 
the synchronous 
action of the wings 
is ensured by the 
fore wing of each side 
overlapping the hind 
wing. But in other 
insects special struct- 
ures have been devel- 
oped which fasten 




Fig. 43. — Fore wing of a Cicada; n /, nodal furrow. 



together the two wings of each side. The different types of these struc- 
tures have received special names. 

The hamuli. — With certain insects the costal margin of the hind wings 
bears a row of hooks, which fasten into a corresponding fold on the inner 



Digitized by 



Google 



THE GENERAL FEATURES OF WINGS 



61 



margin of the front win^ (Fig. 45). These hooks are named the hamuli, 
and serve to hold the two wings of the same side toegther, thus insuring 
their action as a tmit. 

The frenulum and the frenulum hook, — In most moths there is a strong 
spine-like organ or a bunch of bristles borne by the hind wing at the humeral 



Sc, ^« R* 




2d A^Cut 

Fig. 44. — Wing of Conops; a e, axillary excision; /, posterior 
lobe of the wing. 

angle (Fig. 46,/) : this is the frenulum or little bridle. As a rule the frenu- 
him of the female consists of several bristles; that of the male, of a single, 
strong, spine-like organ. In the males of certain moths, where the frenu- 
lum is highly developed, there is a membranous fold on the fore wing for 
receiving the end of the frentdum, and thus more securely fastening the two 
wings together: this is the frenulum hook (Fig. 46, / h). 

The jugum. — In one family of moths, the Hepialidae, the posterior lobe 
of the fore wing is a slender, finger-like organ, which is stiffened by a branch 
of the third anal vein, and which projects beneath the costal margin of the 
hind wing. As the greater part of the inner margin of the fore wing over- 
laps the hind wing, the hind wing is held between the two. This type of 
posterior lobe of the fore wing is termed the jugum or yoke. Figure 47 
represents the wings of a hepialid seen 
from below and shows the manner in 
which the two wings of one side are 
yoked together. 

The jugum is behind one of the 
two principal branches of the third 
anal vein, which may be designated 
as vein sdAi, and is supported by the 
other of these two branches, which may 
be designated as vein 3dA2 (Fig. 48). 

The fibula. — In several groups of insects an organ has been developed 
that serves to imite the fore and hind wings, but which functions in a way 
quite different from that of the jugum. Like the jugum it is found at the 




Fig. 45. — ^Wings of a honey-bee; 
A, hamuli. 
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Fig. 46. — ^Wings of Thyridopteryx ephemera- 
formis; /, frenulum; / A, frenuliun hook» 



base of the fore wing; but unlike the jugum it extends back above the base 
of the hind wing and is clasped over an elevated part of the hind wing. 

This organ may be termed the 
/?L-«<^^^^ _ fib^^o. or clasp. 

The fibula differs in different 
insects in respect to the part of the 
wing that enters into its composi- 
tion. In some insects it is strictly 
homologous with the jugum being 
composed merely of the posterior 
lobe of the wing; in other insects 
it consists of the posterior lobe of 
the wing and a part of the axillary 
membrane. These two types are 
illustrated by the fibulae of Rhya- 
cophala and of Corydalus respec- 
tively. 

The fibula of Ehyacophila, a 
generalized member of the order 
Trichoptera, is a hatchet-shaped 
lobe at the base of the wing (Fig. 49) . 
It is joined to that part of the anal area lying in front of it by the axillary 
furrow, which acts as a hinge. It is evident that the structure of the 
wing is such that the fibula 
is depressed with consider- 
able force, for it is very diffi- 
cult to moimt a wing without 
the fibula being folded imder 
it. As the longitudinal free 
margin of the fibula is curved 
down it seems probable that 
the fibula clasps the anterior 
tuberosity of the hind wing 
and thus the two wings are 
held together. 

Although the fibula of 
Rhyacophila differs greatly 
in appearance from the 
jugum of the Hepialidae and 
ftmctions in a different man- 
ner, the two are formed of 
homologous parts of the wing. 




Fig. 47. — ^Wings of a hepialid, seen from below. 



In Rhyacophila the axillary furrow is 
immediately behind vein 3dAi (Fig. 49) ; in the Hepialidae there is a slit 
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Fig. 48. — ^Jugum of a hepialid. 



in the wing in this position; in both the longitudinal margin is strength- 
ened by vein sdAj. 

The fibula of Corydalus differs in structure from that of Rhyacophila in 
that it is composed in part of the axillary membrane. It is a triangular, 

backward projecting lobe of 
the wing, along the middle of 
which extends vein 3dA2 (Fig. 
50). That part of this fibula 
that lies distad of this vein is 
homologous with the jugum of 
the Hepialidae and the fibula 
of Rhyacophila; the part lying 
proximad of this vein is a por- 
tion of the axillary membrane; this is evident from the fact that it is 
margined by the axillary cord. 

The apex of this fibula, which is strengthened by the tip of vein 3dA2, 
curves down forming a hook. In the living insect, this hook clasps a fold 
in the hind wing, which extends from 
the apex of the anterior tuberosity to 
the margin of the cubito-anal sulcus. 
In this manner the two wings are 
clasped together. 

The relation of the fibula to the 
hind wing can be seen only rarely in 
dried insects. In the spreading of 
specimens the fibula is pulled out of its 
normal position; and in drying both 
the fibula and the fold of the hind 
wing behind which it hooks become 

shriveled so that their normal relations *8?- 49.— 1 yo^op 

are not obvious. The conclusions given above are based on a study of 
living individuals. 

The two types of fibulae described above will serve as a basis for more 

*^^^^,^^^^^ extended studies of this organ. Doubtless 

^ ^\^^^^^^^ much material of taxonomic value can be 

^^^ I ' ^V obtained from a study of this part of the wing. 

^^^ / ^PH^ But such a study does not fall within the 

^ 1 / ^ ^ scope of this essay, the preparation of which 

F ^^^'^^^^^^^^^ was tmdertaken with special reference to the 

application of the uniform terminology of the 

Fig. 50. — ^Fibula of Corydalus. „'^„ „«:•,« 
^ *^ -^ wmg-vems. 

An expanded humeral angle of the hind wings, — In certain insects the 

humeral angle of the hind wings is greatly expanded so that it projects 
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forward beneath the fore wing thus insuring the synchronous action of the 
two wings. Examples of this exist in several families of moths, in butter- 
flies, and in the Ephemerida. 

The clothing of the wings. — ^With the greater number of insects the 
wings appear to be naked; but in many cases they are only apparently so, 
an examination with a microscope revealing a fine covering of setae or 
spines. On the other hand, the wings of certain insects are obviously 
clothed. Thus the wings of the aquatic Trichoptera are densely clothed 
with long hairs, and those of the Lepidoptera are covered with scales. 

The more conspicuous clothing of wings is composed of setae more or less 
modified. In the aquatic Trichoptera the setae are essentially typical in 
form, being hair-like structures attached to the membrane of the wing by a 




Fig- 51- — Hypothetical tracheation of a wing of the primitive nymph 
(After C. & N.). 

movable joint. In the Lepidoptera and in certain other insects, the setae 
are modified into scales. 

In addition to setae the wings of certain insects bear hair-like structures 
which are morphologically different from setae; they lack the joint at the 
base and are probably merely elongated cuticular nodules. 

A more extended discussion of the clothing of the wings is given later 
in the discussion of the wings of the Lepidoptera. 

The principal wing-veins. — It has been shown in the previous chapters 
that in the more generalized insects the principal wing-veins are developed 
about preexisting tracheae; and a study of these tracheae in the more 
generalized members of several orders of insects has enabled us to construct 
a diagram representing the hypothetical type of the primitive wing-vena- 
tion. 

In nymphs and pupae the tracheae about which the principal veins are 
later developed extend separate from within the thorax,' and their courses 
are easily traced. But it frequently happens that through the narrowing 
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of the base of the wing, which occurs at the change to the adtilt form, the 
bases of these tracheae are crowded together, which restdts in the coalescing 
of the bases of two or more veins, so that they appear as a single vein. For 
this reason the figure of the hypothetical type (Fig. 51) is made to represent 
the tracheation of a nymph; and the different tracheae are designated by 
the same terms as are the veins to which they correspond. By representing 
the wing of a nymph, we are able to represent the basal connections of the 
tracheae that precede the wing-veins, and thus show which are principal 
veins and which are branches of them. 

A glance at Figure 51 wiU show that there are eight principal veins; 
and that the second, third, fourth, and fifth are branched. The names of 
these veins and the abbreviations by which they are designated are as 
follows, banning with the one nearest the costal margin: 

Ncmies of veins Abbreviations 

Costa : C 

Subcosta Sc 

Radius R 

Media M 

Cubitus Cu 

First Anal ist A 

Second Anal 2d A 

Third Anal 3d A 

Bnderlein ('02) has revived the old name axillaris and applied it to the 
second and third anal veins, which he designates as a%i, and aoo^ respectively, 
and appUes, the term analis to the first anal vein. He states that he does 
this in order to better characterize the morphologically different veins 
grouped as anal veins (/, c. p. 15). But he does not state in what respect 
the second and third anal veins differ morphologically from the first anal 
vein. I see no reason for making the change that he suggests. 

The names of the wing*veins used in the imif orm terminology are those 
adopted by Redtenbacher in his work upon which this terminology was 
based. The terms costa, subcosta, radius, cubitus, and anal veins were 
selected by this author from those already in use; the term media was 
proposed by him for what appears to be the middle vein, **tn der Thai als 
die 'Mittelader* ersckeinty' that is as the vena media. The changing of this 
term to the masculine form, "medius,** as has been done by several recent 
writers, is unwarranted. 

The chief branches of the wing-veins of the preanal area. — The chief 
branches of the principal veins are numbered, beginning with the branch 
nearest to the costal margin of the wing. The term used to designate a 
brandi of a vein is formed by compounding the name of the vein with a 
numeral indicating the nimiber of the branch. The names of the branches 
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that are thus recognized and the abbreviations of these names that are used 
are the following : 

Names of branches Abbreviations 

Subcosta-one Sci 

Subcosta-two Sct 

Radius-one Ri 

Radius-two Rt 

Radius-three R« 

Radius-four Ri 

Radius-five R* 

Media-one Mi 

Media-two Mj 

Media-three Mi 

Media-four M4 

Cubitus-one : Cui 

Cubitus-two Cui 

In the case of radius and of media, each of which has more than two 
branches, each division of the vein that bears two or more branches has 
received a special name. Thus after the separation of radius-one from the 
main stem of radius there remains a division which is typically four- 
branched; this division is termed the radial sector or R«; the first division 
of the radial sector, which later separates into radius-two and radius-three, 
is designated as raditfs-two-plus-three or R2+8; and the second division is 
termed radius-four-plus-five or R4+6- Media is tjq^ically separated into 
two divisions, each of which is two-branched; the first division is media- 
one-plus-two or Mi-f2, the second, media-three-plus-four or M14-4. 

The veins of the anal area. — The three veins of the anal area, which are 
designated as the first anal {ist A ) , second anal (2d A ) , and third anal {3d A) 
respectively, exhibit a wide range of variation both as to their persistence 
and as to their form when present. In wings with a reduced anal area any 
or all of the anal veins may be lacking; on the other hand, in wings with 
an expanded anal area some or all of the anal veins may be branched. 

In those cases where the anal veins are branched there is no indication 
that the branching has been derived from a tmiform primitive type of 
branching, as is the case with the other branched principal veins. The 
principal branches of either radius, media, or cubitus can be homologized, 
when present, throughout the insect series; and, therefore, have been given 
distinctive names; but there is no reason to believe that this can be done 
with the branches of the anal veins. For this reason in describing a branched 
anal vein merely the number of branches is indicated. 

In many cases where there is a reduction in the number of anal veins a 
study of the development of the wing will reveal the manner in which the 
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reduction has taken place; it may be due either to the atrophy of one or 
more veins, or it may be due to the coalescence of veins. In either case if 
the manner of reduction be determined the homology of the remaining vein 
or veins can be indicated. 

But in some cases, as for example, in the Odonata, there has been a 
specialization by reduction, which has resulted in the preservation of a 
single anal vein, and there is available no data showing the course of this 
evolution. The three anal veins may have coalesced into one: or one anal 
vein may have atrophied and the remaining two coalesced; or two of the 
veins may have been lost, leaving a single vein. Obviously, in this state of 
uncertainty, it is best to designate the single vein as the anal vein (A) without 
any predicate. 

When a single anal vein is present the identity of which can not be 
determined and this vein is branched, we are not warranted in designating 
these branches to make use of the names istA, 2d A, and 3d A, as this would 
indicate homologies that we do not know to exist. Therefore in such cases 
the branches of vein A are designated as Ai, A2, Ai, etc. 

The reduction of the number of wing-veins. — In many wings the ntmi- 
ber of the veins is less than it is in the hypothetical type. In some cases 
this is due to the fact that one or more veins have faded out in the course of 
the evolution of the insects showing this deficiency; frequently in such 
insects vestiges of the lacking veins remain, either as faint lines in the 
positions formerly occupied by the veins or as short fragments of the veins. 
A much more common way in which the number of ^eins has been reduced 
is by the coalescence of adjacent veins. In many wings the basal parts of 
two or more prinicpal veins are united so as to appear as a single vein; 
and the number of the branches of a vein has been reduced in very many 
cases by two or more branches becoming united throughout their entire 
length. 

The evolutionary process by which the number of the veins has been 
reduced, whether by the fading out of veins or by the coalescence of adja- 
cent veins, is termed specialization by reduction. 

The coalescence of principal veins is usually made evident by a study of 
their branches, the branches of two or more veins arising from a common 
stem. The coalescence of the branches of a vein is often shown, by a study 
of a series of allied forms in which different degrees of it can be observed, 
the point of separation of two branches being nearer and nearer to the 
margin of the wing in successive forms until the margin is reached. 

As the venation of the wings affords some of the most available charac- 
teristics for use in the classification of insects, it is of the utmost importance 
that the same name should be applied to homologous veins in the wings of 
different insects. For this reason when a vein consists of two or more of 
the primitive veins united, the name applied to the compound veins should 
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indicate this fact. In the wing of Rhypkus (Fig. 52), foi^xample, radius 
is only three-branched; but it would be misleading to^designate these 
branches as Ri, Rj, R», for this would indicate that Ri a|lll Rs are lacking. 



Ri__Ri-¥i 




zdA 
Fig. 52. — Wing of Rhyphus. 

The first branch is evidently Ri; the second branch is composed of the 
coalesced Rs and Rs, it is, therefore, designated as R^+s', and the third 
branch, which consists of the coalesced R4 and R* is designated R4+5. 

The wing of Rhyphus illustrates also the other method of reduction of 
wing-veins, as the basal part of media has faded out. 

A second method of coalescence of veins is illustrated by the wing of 
Tabanus (Fig. 53). In this wing the tips of cubitus-two and the second 
anal vein are imited; here the coalescence began at the margin of the wing 
and is progressing towards the base. The imited portions of the two veins 
are designated as 2d A + Cua. 

In those cases where the reduction of the venation has proceeded very 
far, as in some of the smaller Hymenoptera for example, the logical carrying 




Fig. 53. — Wing of Tabanus. 

out of the plan of designating a compound vein by a combination of the 
names of all of the veins that have entered into the composition of it would 
result in a very ctmibersome terminology. Such a designation, however 
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complex, may be desirable in detailed taxonomic work; but for the pur- 
poses of ordinajy descriptions a designation indicating the most obvious 
element of the compound vein is suflBcient. Thus in the hind wing of 




Fig. 54. — Hind wing of an ichneumon-fly. 

ExetasUs (Fig. 54), where veins Ms, M4, Cui, Cut and 2d A coalesce with 
the first anal vein the united tips of these veins is designated, by the 
term indicating its most obvious element, ist A. 

Serial veins. — In the wings of some insects, where the wing-venation 
has been greatly modified, as in certain Hymenoptera, there exists what 
appear to be simple veins that in reality are compound veins composed of 
. sections of two or more veins joined end to end with no indication of the 
point of unipn. For compotmd veins formed in this manner I propose the 
term serial veins. The following comparatively simple example will serve 
as an illustration of a serial vein. 

In those Hjrmenoptera in which the wing-venation is not greatly reduced 
vein Ml of the fore wings extends in a transverse direction from the point 
of separation from vein Mi 
to the point where it is 
joined by the medial cross- 
vein; it then bends more or 
less abruptly and extends in 
a longitudinal direction. 
This condition persists in the 
fore wing of an ichnemon- 
fly (Fig. 55)* But in the fore 
wing of a braconid (Fig. 56) 
the transverse section of vein 
Ms has been lost; and the 
longitudinal section of this 




Pig- 55- — ^Wings of an ichneumon-fly. 



vein and the medial cross-vein form together what appears to be a simple vein. 

The example just cited is perhaps the most easily understood of all of 

the serial veins. But there are cases where sections of several veins enter 
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Fig- 56. — ^Wings of a braconid. 



into the composition of a serial vein, and where, owing to extensive modifica- 
tions of the wing-venation, it is impossible to detennine completely the 
composition of the resulting vein. 

The problem of devising a method of designating serial veins now arises. 
In cases where the vein consists of only two elements it is a simple matter. 
The serial vein in the braconid wing described above, consisting of the 
medial cross-vein (m) and vein M2, can be designated as w & M2. The 

sign & is used instead of 
-f, as the latter is used 
to indicate compound 
veins formed by the coal- 
escence of veins side by 
side, as indicated on an 
eariier page. 

In those cases where 
sections of several veins 
enter into the composi- 
tion of a serial vein, it is 
usually possible to deter- 
mine the basal element 
and also that forming 
the tip of the serial vein, even though it is impossible to determine defin- 
itely the veins that are represented by the intermediate portion of the 
vein. In such cases the serial vein can be designated by the abbreviation 
of the name of the basal element connected by a dash with the abbre- 
viation of the name of the terminal portion. Thus a serial vein, the basal 
element of which is the cubitus and the terminal element vein Mi is desig- 
nated as vein Cu-Mi. A serial vein thus formed exists in the hind wings of 
certain ichneumon-flies (Fig. 54). This method of designating serial veins 
is suggested by Professor Bradley as a substitute for that used in his 
monograph of the Evaniidae (Bradley '08). 

The increase of the number of wing-veins. — In many insects the wings 
are furnished with a larger nvunber of veins than that which we believed to 
have been characteristic of the wings of the primitive winged insects; the 
evolutionary process by which this change has been brought about is 
termed specialization by addition. 

This multiplication of veins is due either to an increase in the number of 
the branches of the principal veins by the addition of secondary branches, 
or to the development of secondary longitudinal veins between these 
branches. In no case is there an increase in the number of principal veins. 
In some cases the specialization by addition has taken place only in the 
preanal area; in others it is confined to the anal area; in still others it has 
occurred in both areas; and in many insects a reduction in the number of 
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the veins has taken place in one part of the wing while there is an increase 
in another part. 

The secondary longitudinal veins, — Omitting certain adventitious veins, 
which will be discussed later, and branches of the anal veins, the secondary 
longitudinal veins are of two kinds, which may be designated as the 
accessory veins and the intercalary veins, respectively. These two kinds of 
veins differ fundamentally in their mode of origin. Accessory veins arise 
as secondary branches of the principal veins or of their branches; and their 
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Fig* 57- — ^Wings of Osmylus. 

presence is not correlated in any way with a corrugating of the wing. 
Intercalary veins, on the other hand, are thickened folds; each of which 
arises more or less nearly midway between two preexisting veins, with 
which, as a rule, it has no connection except by cross-veins, and can not, 
therefore, be considered accessory to either. Frequently, however, an in- 
tercalary vein becomes joined to one of the two veins between which it 
was developed in such a way as to appear to be a branch of it. 

The accessory veins. — ^The secondary longitudinal veins that arise as 
branches of the principal veins or of their branches are termed accessory 
veins. Accessory veins may be borne by any of the primitive longitudinal 
ycins; and they may arise from either of the two sides of such a vein. 
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Accessory veins are found only in the Orthoptera, Isoptera, Neuroptera, 
Plecoptera, Mecoptera, and, rarely in the Trichoptera and Embiidina. 

Two types of accessory veins can be recognized, although in many cases 
it is difficult to determine with which of the two types certain accessory 
veins should be classed. These two types may be designated as marginal 
accessory veins and definitive accessory veins respectively. 

The marginal accessory veins are twig-like branches that are the result 
of bifurcations of veins that have not extended far back from the margin 
of the wing. Many such short branches of veins exist in the wings of 
Osmylus (Fig. 57). Note especially the outer margin of the wing where the 
forking of the veins is quite regular and where some of the marginal acces- 
sory veins are themselves forked. 

The most important characteristic of the marginal accessory veins, for 
the purposes of this discussion, is the fact that their number and position 
are not at all constant. Not only do they vary in these respects in different 




Fig. 58. — ^A wing of a pupa of Corydalus (After C. & N.). 

individuals of the same species but also in the wings of the two sides of the 
same individual. There is on this account no occasion for providing a 
terminology for them. 

In the paleozoic insects the marginal accessory veins were very irregular 
in length, this is shown by the figures illustrating Chapter IV. Strongly 
contrasting with this condition is that seen in many recent Neuroptera, 
where there are one or more ranks of these veins, the members of each rank 
being of comparatively uniform length. 

The definitive accessory veins differ from the marginal accessory veins in 
having attained a position that is comparable in stability to that of the 
primitive branches of the principal veins; for this reason it is practicable 
to designate them individually, either by names or by numbers, depending 
on the manner in which they have been added. 

Comstock and Needham pointed out that accessory veins are added to 
the principal veins in two ways: first, in some insects they are added 
distally by successive splittings of the tip of a principal vein, thus forming a 
regular series; and second, the number of accessory veins may be increased 
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in an irregular manner by interpolation, i. e. by the splitting of variotis 
members of a series of accessory veins. 

Illustrations of the adding of accessory veins distally are to be seen in 
Carydalus and allied genera. The presence of fine twigs at the tip of 
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l^'ig- 59- — Fore wing of a nymph of a cockroach (After C. & N.). 

trachea Rj in the pupal wing of Corydalus (Fig. 58) indicates the method of 
increase, which is doubtless as follows: the branches have been added one 
after another to the tip of trachea R2, there being a migration of the base 
of each accessory trachea towards the base of the wing, thus making room 
for the addition of new branches. In this case the first accessory vein is 
the proximal one. 

In the wing of a nymph of a cockroach represented by Figure 59 there 
are many accessory tracheae branching from the front side of the radial 




Fig. 60. — ^A wing of a pupa of Chauliodes (After C. & N.). 

trachea. From the presence of the fine twigs near the apex of the wing, it 
is e\'ident that accessory tracheae are being added distally. It is also 
evident that the number of accessory tracheae is being increased by the 
splitting of some of these accessory tracheae, i. e., by interpolation. 
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Where the veins are added distally so as to form a regiilar series it is 
practicable to desi^ate them individually. In this case the accessory 
veins arising from one side of a primitive vein are considered as a single 
series, and to each series a distinct set of letters is applied beginning with the 




Fig. 6i. — Wing of a May-fly, Epeorus humeralis 
(After Morgan). 

first developed member of the series of accessory veins. Thus if vein Rx 
bears three accessory veins they are designated as veins R2a, R2bi and Rjc 
respectively (Fig. 60). 

By this method homologous veins, when a homology exists, will bear the 
same designation. But it should be remembered that as accessory veins 
have arisen independently in many different groups of insects, it often 
happens that accessory veins similar in position, and bearing the same 
designation in our system, are merely analogous and not homologous. 

The discussion of the sequence of development of definitive accessory 
veins is continued in the Chapter treating of the wings of Neuroptera; as 
it is in this order that this class of veins reaches its most perfect develop- 
ment. 

The intercalary veins. — The intercalary veins are secondarily developed 
longitudinal veins that did not arise as branches of the primitive veins, but 
were developed in each case as a thickened line, in a corrugated wing, more 
or less nearly midway between two preexisting veins, with which primarily 
it was connected only by cross veins. 

In many cases, however, an intercalary vein has become united to one 
of the two veins between which it was developed in such a way as to appear 
to be a branch of it. This resemblance to an accessory vein is greatly 
increased when the intercalary vein is penetrated by a branch of the trachea 
of the principal vein; this condition is well-illustrated by the intercalary 
veins of the Odonata. Excellent illustrations of unmodified intercalary 
veins are common in the Ephemerida, where most of the intercalary veins 
remain distinct from the veins between which they were developed, being 
connected with them only by cross-veins, the proximal end of the inter- 
calary vein being free (Fig. 61). 
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In the fonnation of an intercalary vein there is a straightening out of 
veins that f onn part of the boundaries of polygonal cells into a longitudinal 
line. DiflFerent stages of this development can be seen in the wings of 
dragon-flies; see figures in Chapter XL 

Intercalary veins did not exist in the wings of the Palaeodictyoptera. 
Their development is correlated with the development of corrugated wings. 
In the preanal area of recent insects, intercalary veins are f oimd only in the 
Ephemerida and in the Odonata. In the anal area they are foimd in these 
two orders and in the Orthoptera, where the convex veins are accessory 
and the concave veins intercalary. In paleozoic insects they were present 
in the Protodonata and Protoephemeroidea, and judging from some 
published figtires, they were present in some of the Protoblattoidea. 

When it is desirable to refer to a particular intercalary vein it may be 
done by combining the initial I, indicating intercalary, with the designation 
of the area of the wing in which the intercalary vein occurs. For example, 
in the wings of most May-flies in which the venation is not reduced, there 




Fig. 62. — The wings of Prionoxystus. 



is an intercalary vein between veins Cui and Cuj, i, e, in the area Cui. 
This intercalary vein is designated as ICui (Fig. 61). 

When more than one intercalary vein exists in a single area of the wing, 
as in area Mi of Epeorus (Fig. 61), and it is desired to designate them 
individually, it can be done by the use of appended letters. Thus, for 
example, the three intercalary veins in area Mi of Epeorus may be desig- 
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nated as IMia, IMib, and IMic, respectively, beginning with the oldest, 
i. e. the longest one. It will rarely be necessary, however, to resort to this 
somewhat cumbersome terminology; as it will be sufficient in most cases 
to indicate the number of distinct intercalary veins in a given area. 

The Adventitious veins. — In certain insects there occur secondary veins 
that are neither accessory veins nor intercalary veins as defined above; 
these may be termed adventitious veins. The more important of them are 
described in later chapters in the course of the descriptions of the wings in 
which they occur. Examples of them are the supplements of the wings of 
certain Odonata and the spurious vein of the Syrphidae. 

The anastomosis of veins. — ^The typical arrangement of the wing-veins 
is often modified by an anastomosis of adjacent veins; that is, two veins 
will come together at some point more or less remote from their extremities 
and merge into one for a greater or less distance, while their extremities 
remain separate. This is illustrated by Nemoura (Fig. 12) where trachese 



Fig. 63. — Diagram illustrating the formation of regular cross-veins 
(After Needham). 

Sc2 and Ri extend for a short distance in the same vein cavity. In the fore 
wing of Prionoxystus (Fig. 62) there is an anastomosis of veins R« and 
R4+6. 

The cross-veins. — It has been shown that so far as the principal 
longitudinal veins are concerned the wings of all orders of insects are 
modifications of a single primitive type, and a diagram representing our 
conclusions regarding this type has been given on an earlier page (Fig. 6). 

In the discussion of our hypothetical type no reference is made to cross- 
veins ; for it is evident that a homology, similar to that which exists between 
the longitudinal veins of the several orders of insects does not exist between 
the cross-veins of these orders. 

It is shown in Chapter IV that in the wings of the more generalized 
members of the Palaeodictyoptera, the order of fossil insects from which the 
orders of recent insects were evolved, there were no definite cross-veins, 
but instead an irregular network of veins in the spaces between the longi- 
tudinal veins (see Fig. 8). A similar network exists to-day in the fore 
wings of the Acrididae, for example. 

The transformation of an irregular network of veins into regular 
transverse cross-veins is discussed by Needham (^03) and is illustrated by 
the accompanying diagram (Fig. 63). His conclusions were based on his 
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studies of the wings of Odonata. But similar series of gradations between 
an irregular network of veins and regular transverse cross-veins can be 
found in the wings of several of the more specialized Palaeodictyoptera, in 




Fig. 64. — ^Wing of Aenigmalodes danielsi 
(After Handlirsch). 

which order r^ular transverse cross-veins first appeared. The wing of 
Aenigmatodes danielsi (Fig. 64) will serve as an illustration of this. The 
wing of Eurythomopteryx antiqua (Fig. 9) is an illustration of a palaeodic- 
tyopterous insect in which regular transverse cross-veins had been fully 
attained. It is evident, however, that the specialization of the cross-vein 
occurred independently in different families of this order; and obviously 
no homology exists between the cross-veins of two groups in each of which 
they have been developed independently. 

While there is no reason to believe that homologous cross-veins exist 
throughout the insect series, in several of the orders, where the number 
of the cross-veins has been greatly reduced, there are several cross-veins in 
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Pig. 65. — The hypothetical primitive type of wing- venation with the named 
cross- veins added. 

each case that so closely resemble in position those foimd in the other orders 
of insects with few-veined wings, that analogies if not homologies can be 
traced; and it has been found desirable, in order to facilitate descriptive 
work, to name these cross-veins. The orders in which the named cross- 
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veins can be most frequently recognized are the following: Plecoptera, 
Trichoptera, Lepidoptera, Diptera, Hymenoptera, Hemiptera, and Hom- 
optera. The names applied to these cross- veins are as follows: 

. The humeral cross-vein. — This extends from subcosta to the costa near 
the himieral angle of the wing, and is designated by the abbreviation h 
(Fig. 65). It is the most constant of all of the named cross-veins. 
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Fig. 66. — Diagram of an arculus of a dragon-fly. 

The radial cross-njein. — ^This extends between the two principal divisions 
of radius, i, e. from vein Ri to vein Rg, and is designated by the abbreviation 
r (Fig. 65). 

The sectoral cross-^ein. — ^This extends between the principal divisions 
of the radial sector, i. e. from vein R2+S to vein R4+6, or from vein R3 to 
vein R4, and is designated by the abbreviation 5 (Fig. 65). 

The radio^medial cross-vein. — This extends from radius to media, usually 
near the center of the wing, and is designated by the abbreviation r^m 
(Fig. 65). 

The medial cross-vein. — ^This extends from vein M2 to vein M3, dividing 
cell M2 into cells ist M2 and 2d M2. The presence or absence of this cross- 
vein is often a character of considerable taxpnomic importance. It is 
designated by the abbreviation m (Fig. 65). 

The medio-cubital cross-vein. — ^This extends from media to cubitus and 
is designated by the abbreviation m-cu (Fig. 65). 

The arculus. — In many insects there is what appears to be a cross-vein 
extending from radius to cubitus near the base of the wing. This has been 
termed the arculus by writers on the Odonata, and we have extended the use 
of the term to all orders in which there is a similar arrangement of the veins 
in this part of the wing. The arctilus is designated by the abbreviation or ' 
(Fig. 66). Usually when the arculus is present media appears to arise 
from it. The fact is, the arctilus is compoimd, being composed of a section 
of media and a cross- vein. MacGillivray ('12) has designated that part 
of the arctilus which is a section of media the anterior arculus (a a) and that 
part formed by a cross- vein, the posterior arculus {p a). 

The costal cross-veins. — In some cases it is desirable to refer to certain 
cross-veins in many veined wings. This most often occurs in the case of 
those cross-veins that extend between the costa and the subcosta. These 
are commonly designated as the costal cross-veins. This name is appropriate 
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as they traverse the costal area of the wing, that area that corresponds to 
cell C in the few- veined wings, and it is well that it be retained; although, 
morphologically, they are marginal accessory veins, that arise as branches 
of the subcosta; this is the case at least in the Neuroptera, where they 
reach their highest development. 

Other cross-veins in many-veined wings. — In other cases where it is 
desired to refer to the number or nature of the cross- veins in a certain area 
of the wing it can be done by reference to that area of the wing. Thus, for 
example, the Myrmelionidae are characterized by the absence of cross-veins 
in cell Sc while in the closely allied Nymphidae the subcostal area of the wing 
is traversed by many cross-veins. 

The terminology of the cells of the wing. — In descriptions of wings it is 
often desirable to refer to one or more cells. It is necessary, therefore, to 
have a terminology of the cells of the wing, as well as of the wing-veins. 

Having named the wing-veins, the simplest possible method of desig- 
nating the cells of the wing is to apply to each the abbreviation of the name 
of the vein that normally forms its cephalic (front) margin. It should be 
borne in mind, however, that by modifications of the typical arrangement of 
the wing-veins, a vein that normally forms the cephalic margin of a cell 
may apparently bear a very different relation to it ; and this must be taken 
into accbimt if we are to apply the same term to homologous cells through- 
out the insect series. Figure 6 7 represents a wing of Rhyphus with the veins 
and cells labeled. 

The cells of the wing fall naturally into two groups: first, those on the 
basal part of the wing; and second, those nearer the distal end of the wing. 
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Fig- 67. — Wing of Rhyphus. 



The former are bounded by the principal veins; the latter by the branches 
of the forked veins; a corresponding distinction is made in designating the 
cells. Thus the cell lying behind the main stem of radius and on the basal 
part of the wing is designated as cell R; while the cell lying behind radius- 
one is designated as cell Ri. 
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It should be remembered that the coalescence of two veins results in the 
obliteration of the cell that was between them. Thus when veins Rj and R« 
coalesce, as in Rhyphus (Fig. 67), the cell lying behind vein Rj+j is cell R« 
and not cell R24-8, cell R2 having been obliterated. 

When one of these principal cells is divided into two or more parts by- 
one or more cross-veins, the parts are numbered, beginning with the 
proximal one. Thus in Rhyphus (Fig. 67) cell M2 is divided by the medial 
cross-vein into two parts, which are designated as cell ist M2 and cell 2d Mj 
respectively. 

The application of this system of naming the cells of the wing is an 
easy matter in those orders where the wings have few veins; but in those 





Fig. 68. — Wings of Chalcopteryx rutilans (After Needham). 

orders where many secondary veins are developed it is diffictdt to* apply it. 
In the latter case we have to do with areas of the wing rather than with 
separate cells. Thus, for example, in the Odonata (Fig. 68) that portion 
of the wing lying between veins Mi and M2, and which is traversed by one 
or more intercalary veins and many cross-veins, is designated as area Mi. 
This area is homologous with cell Mi of the Diptera (Fig. 67). 

In applying this sytem to the Odonata, where the radial sector crosses 
veins Mi and M2 (Fig. 68) and traverses that part of the wing that really 
corresponds to cell M2 of the Diptera, the term area M2 is applied to that 
part of the wing between veins M2 and Rg, and that part of the wing 
between veins Rg and M3 is designated as area R^. 
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Additkmal definithms. — In concluding this general account of the wings 
it is necessary to define a few terms that are not included in the preceding 
pages. 

The cubiUMinal excision, — ^In many insects there is a notch in the m^^n 
of the wing at the point where the preanal and anal areas join; this may be 
termed the cubikMinal excision. 

Convex and concave veins, — In many insects the wings are corrugated 
like a partly open fan. In this case, the wing-veins that follow the crests 
of ridges are termed convex veins; 
and those that follow the furrows, 
coTicaoe veins. The corrugating of the 
wings is very marked in the Odonata, 
the Ephemerida, and in the anal area 
of the hind wings of the Orthoptera. 

The ambient vein. — Sometimes the 
entire margin of the wing is stiffened 
by a veinlike structure; this has been 
designated the ambient vein by writers 
on the Diptera. 

The humeral veins. — In certain 
Lepidoptera and especially in the 
Lasiocampid^ and the butterflies the 
htmieral area of the hind wings is 
greatly expanded and in many cases 
is strengthened by the development of 
secondary veins. These are termed 
the humeral veins (Fig. 69, h v). 

The pterostigma or stigma. — ^A 
thickened opaque spot which exists 
near the costal naargin of the outer 
part of the wing in many insects is known as the pterostigma or stigma. The 
pterostigma is present in the fore wings of most Hymenoptera, in both wings 
of the Odonata, and in the fore wings of the Psocidae and Mantispidse. 

The bulla. — ^The buUcB are weakened places in veins of the wing where 
they are crossed by furrows. The bullae are usually paler in color than the 
other portions of the wing. They are common in wings of the Hymenoptera 
(Fig. 70) and of some other insects. 

The buUae are termed thyridia by some writers. 

The appendiculate cell. — In the front wings of some Hymenoptera the 
tip of vein Ri curves away from the margin of the wing and coalesces with 
the tip of vein R3 at some distance from it. The space thus formed 
between the tmited tips of veins Ri and Ra and the costal margin of the 
wing is termed the appendiculate cell (Fig. 71, ap). 
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Fig. 69. — ^Wings of CHsiocampa americana; 
h V, humeral veins. 
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The epipleurcB, — ^A part of the outer margin of the elytra of beetles 
when turned down on the side of the thorax is termed the epipleura. 




Fig. 70. — ^Wings of Myrmecia; 6, &, ft, bullae. 




Fig. 71. — ^Wings of Labidarge dibapha; 
ap, appendiculate cell. 



The transverse cord, — In many cases the wing is strengthened by a 
transverse series of cross-veins or of cross-veins and divaricated forks of 
longitudinal veins extending across the wing just beyond the middle of its 

length. This series may be designated 
as the transverse cord. In the wings 
oiHepialus (Fig. 72), there is a trans- 
verse cord extending between the 
points marked a and b in the figure. 
In this case the transverse cord does 
not extend to either margin of the 
wing; but in many insects it reaches 
one or both margins. 

The disced cell and the disced vein. — 
There are two terms that, although 
not belonging to the uniform terminology, are frequently used as a matter 
of convenience by those who have adopted the uniform terminology; these 
are the disced cell and the dis- 
ced vein, Scx, 

These terms can not be 
made a part of the tmif orm 
terminology for they are not 
used in a uniform manner, 
being applied to different 
parts of the wing by the 
writers on different orders. 

The term disced cell is 
applied to a large cell which 
is situated near the center of the wing; and the term disced vein, to the 
vein or series of veins that limits the outer end of the discal cell. 




Fig. 72.— Wing of Hepialus; a-b, the transverse 
cord. 
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In the Lepidoptera, in descriptions of which the term discal cell is most 
often used, it is cell R + M + ist Mi that is thus designated. The forma- 
tion of a large discal cell is due in this case to the atrophy of the base of 
media, which results in the combination of the three cells named above into 
one. 

In the Diptera it is cell ist Ms that is termed the discal cell; and in the 
Trichoptera it is cdl Ri+t. 

The hypostigmatic space, — ^In the Myrmeleonidae and in some other 
families of the Neuroptera, there is a greatly elongated cell behind the point 
of fusion of veins Sc and Ri, this is termed by Tillyard the hypostigmatic 
space. 
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CHART OP GEOLCXJIC TIME AND FORMATIONS 

The following chart will serve to indicate the geologic position of the 
strata from which the insect remains described in Chapter IV were obtained. 
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CHAPTER IV 

THB PALEOirrOLOGICAL DATA BEARING ON THE DEVELOPMENT AND 
THE SPECIALIZATION OF THE WINGS OF INSECTS 

(a) EARLY VIBWS AS TO THE PALEONTOLOGICAL BVIDBNCB 

In the development of the unifonn terminology of the wing-veins almost 
no use was made of paleontological data. In fact the conclusions drawn 
from the study of fossil insects by the older writers tended to retard rather 
than to advance this development. 

It was commonly assumed at the time Redtenbacher wrote his **Ver- 
gleichende Studien uber das Flugdgeader der Insecten" that the wings of 
May-flies resemble closely the wings of the primitive winged insect; and 
there are frequent references in the literature of that period to the supposed 
fact that the older insects had a "richer" wing-venation than that of most 
of the recent insects. Thus Redtenbacher (/. c. p. 1 53) makes the following 
statement: 

"The geolp^cally older Orthoptera and Neuroptera show a much richer venation 
than the Coleoptera, Lepidoptera, Hymenoptera, and Diptera; likewise among the 
Rhyncota the oldest forms, the Cicadas and the Ptdgoridae, possess much more numenxts 
veins than the Hemiptera. There is apparently, then, no doubt that the oldest insect 
forms were provided, to a certain extent, with a superfluity of veins, and that, in the 
course of development, all the superflous veins disappeared by reduction, and in this 
way a simple system of venation was brought about." 

The accuracy of this conclusion was first seriously questioned by Corn- 
stock and NeecUiam.* At the time we wrote our **The Wings of Insects" 




Fig- 73- — Xenoneura antiquorum (After Scudder). 

the fossils described by Mr. Scudder from St. Johns, New Bnmswick, were 
supposed to be from Devonian rocks, and consequently to be the oldest 
'well-preserved insect remains. Regarding these we wrote as follows: 

"Of the Devonian insects, the remains of several are known. Those 
that are best preserved are Homothetus fossilis (Fig. 74), Xenoneura anti- 
quorum (Fig. 73), and Platephemera antiqua (Fig. 75). (The figures given 



*The American Naturalist, Vol. 33, p. 125. 
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Fig. 74. — Homoihetus fossUis 
(After Scudder). 



here are reproduced frcan Plate VTI of Mr. Scudder's Tretertiary Insects'). 
A glance at these figures will convince the reader that the insects of the 
Devonian times varied greatly in the structure of their wings. For these 

three insects differ as much from each 
other as do the more generalized mem- 
bers of widely separated orders of 
living insects. Evidently, compara- 
tively high specializations in widely 
different directions had been attained 
already at that early time. But the 
point to which we wish to call especial 
attention is that, of the three better-preserved Devonian insects, one 
iXenoneufd) had but few wing-veins. And when we consider the slight 
amount of data that we have, the nimierical preponderance of the many- 
veined tyx)e has no significance. 

"It is easy to conceive of the development of the wings of all living 
insects from forms allied to Xenoneura, by the different methods of speciali- 
zation which we have pointed out; for it will be seen that the wing of this 
insect closely resembles our hypothetical type. And we can say, therefore, 
that the paleontological evidence does not contradict the conclusions drawn 
from a study of the ontogeny of living forms. " 

The time has now come when we can present the paleontological data 
bearing on this subject much more in detail than was possible at the time 
the above paragraphs were written; for since then the great work on fossil 
insects by Handlirsch (*o6-'o8) has appeared. In this work there is 




Fig. 75. — PlaUphemera aniiqua (After Scudder). 

brought together and systematized in a masterly manner what was known 
regarding Paleozoic insects at the time the book was written; and the most 
excellent figure accompanying this work enable us to see clearly what was 
the characteristics of the wing-venation of the oldest insects whose remains 
have been found. 
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Before entering upon a discussion of the data bearing on the primitive 
type of wing-venation it may be well to examine briefly the data bearing 
upon the origin of wings. 

(6) ON THE ORIGIN OP WINGS 

The question as to the origin of the wings of insects has been discussed 
for nearly or quite one htmdred years; and although a large nimiber of the 
more eminent entomologists of this period have taken part in this discus- 
sion, the writers of to-day hold widely different opinions on this subject. 

A detailed discussion of this question does not fall within the scope of 
this essay. The reasons that have led to the adoption of the tmiform 
terminology of the wing-veins of insects are entirely independent of the 
question as to the method in which wings were originally developed. The 
important fact in this connection is that a study of the more generalized 
members of the several orders of winged insects shows that the type of 
venation is the same for them all, which indicates that wings have originated 
but once in the class Hexapoda; or, to state the same thing in other words, 
all of the orders of winged insects have descended from a common stock. 

In discussing the origin of wings, we must assume that they were 
developed to a comparatively large size before they began to function as 
active organs of fUght; for minute rudimentary wings would be useless as 
active organs of flight. 

As to the function of the organs that were later modified into wings 
there are two views, each of which have been widely advocated. One 
school of writers believe that the wings are modified gills; that they were 
derived from either the dorsal gills of the annelidan ancestors of insects or 
from tracheal gills resembling those of the n3rmphs of May-flies. Another 
school of writers beUeve that the wings were evolved from lateral expan- 
sions of body-segments which at first merely functioned as parachutes. 

The theory that the wings were evolved from lateral expansions of the 
body-segments is the one that I beUeve is most strongly supported by the 
available evidence; the nature of this evidence will be shown a little later. 
A review of these two theories has been published recently by Crampton 
Ci6) ; and the reader is referred to this paper for references to the literature 
of the subject. 

The view that the wings of insects originated as dorsal backward 
prolongations of the tergum is combatted by Tower C03) who beUeves 
"that the evidence points strongly to Verson's ('90) view that the wings of 
Coleoptera and Lepidoptera are derived from the rudiments of the meso- 
thoracic and metathoracic spiracles." Verson studied the embryo of 
Bambyx tnori and Tower that of Leptinotarsa decetnilineata, . 

Powell (*o5), however, as a result of a study of the development of the 
wings of two species of the Scolytid^e, shows that the wings do not arise 



Digitized by 



Google 



88 THE PALEONTOLOGICAL DATA 

from any part of the spiracles of the mesothorax or metathorax; and con- 
cludes "that the wings have been derived as lateral outgrowths or folds of 
the hypodermis of the pleurum or tergum, or both." 

Some authors, as Handlirsch and also Lameere, regard the wings as 
homologues of the pleurae of Trilobites; the Trilobites being regarded as 
the stem form from which the insect series as well as the arachnid series 
have been evolved. Handlirsch gives a series of diagrams illustrating this 
supposed homology. It seems to me, however, hardly necessary to belietre 
that this homology means more than that in the two cases corresponding 
parts of the body are expanded. I do not believe that the broadly expanded 
plura of Triolbites were preserved by all of the forms intervening between 
the Trilobites and the winged insects. In fact Handlirsch describes the 
primitive insect, the Protentomon of Paul Mayer, as having the body 
moderately slender, almost cylindrical. 

We can imagine that from a form like the supposed Protentomon forms 
were evolved in which the body became shortened and flattened; and that 
the subsequent course of development was as follows: 

The flattened form of the body was well-fitted for running over the 
trunks of the carboniferous plants and for creeping between fronds of the 
giant ferns of that time. Lateral expansions of the pleura of most of the 
segments were developed which facilitated leaping from trunk to trunk in a 
manner analogous to that now used by our fljdng squirrels. 

At first nearly all of the body-segments, all except those at the caudal 
end of the body, were furnished with the lateral expansions. Later there 
was an increased specialization of the lateral expansions of the mesothorax 
and metathorax and a reduction of those of the other segments, resulting in 
a form with two pairs of fixed wings. 

The next step was the development of a hinge at the base of each of these 
four wings; but at first these wings could be moved only in a vertical 
direction, and were held outspread when at rest. Later the ability to fold 
the wings over the abdomen was attained. 

The paleontological data on the origin of wings. — ^The account of the 
origin of wings just given is largely hypothetical. Let us now see what 
data bearing on the subject we acttially have. 

We naturally turn to paleontology for this data. Fortunately the 
paleontological data has been made very available by the magificent work 
of Handlirsch, in which every known paleozoic insect is figured, except 
some recently described. 

Although nearly 900 paleozoic insects are known (Handlirsch lists 884), 
tmf ortunately we have no specimens of the insects that preceded those with 
well-developed wings. The oldest fossil insects known to us had wings as 
large as those of modem insects. But although some of the connecting 
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links that we should be glad to see have not been found, certain others that 
throw much light on the origin of wings are known. 

It is now believed that the oldest known insect remains are from the 
lower i>art of the Upper Carboniferous; for it has been concluded that the 
two supposed insect remains from the Silurian are not of insect origin ; and 
that the supposed Devonian insects described by Scudder belong to the 
Tipper Carboniferous. No insect remains have been found in the Sub- 
carboniferous.* 

In the classification of geological formations adopted by Handlirsch, 
the Upper Carboniferous, in which most of the insect remains that are 
referred to in this Chapter were found, is divided into the Lower Upper 
Carboniferous, the Middle 
Upper Carboniferous, and the 
Upper Upper Carboniferous, 
For convenience of reference 
to his work I have followed 
him in the use of this some- 
what cimibersome nomen- 
clature. 

Among the Paleozoic in- 
sects there are certain very 
generalized forms that differ so 
markedly from all of the Uving 
orders of insects that they have 
been placed in a separate order 
to which the name Palaeodic- 
tyoptera has been applied. Many representatives of this order have 
been found. Handlirsch describes and figures 115 of them. 

The Palaeodictyoptera is believed to include the stem forms from which 
all other orders of insects, both fossil and recent, have been evolved. It is 
obvious, therefore, that the search for paleontological data bearing on the 
origin of wings should be made among the remains of this order. These are 
found in each of the divisions of the Upper Carboniferous mentioned above. 

From the Lower Upper Carboniferous only eight insect remains are 
known; these are all wings or fragments of wings. To test either of the 
theories r^^arding the origin of wings it is necessary to study the remains 
of the body of a palaeodictyopteron. 

In the Middle Upper Carboniferous, there has been found a member of 
this order in which the body is well-preserved. This is Eubleptus danielsi 
(Fig. 76), from Mazon Creek, Illinois. While this insect furnishes import- 
ant tiata regarding the venation of the wings of primitive insects, it throws 
but little if any Ught on the origin of wings. 

•The reader is referred to page 84 for a chart of geologic time and formations. 




Fig, 76. — Eubleptus danielsi (After Handlirsch). 
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It is in the Upper Upper Carboniferous that has been found the most 
important evidence regarding the origin of wings. This is furnished by the 
remarkably well-preserved Sienodictya lobata (Fig. 77), from Commentry, 
France. 

The most striking feature of this insect is that the prothorax bears wings 
of considerable size, and that there is a small wing on each side of each of the 
first eight abdominal segments. 

The presence of these prothoracic and abdominal wings in the Palseodic- 
tyoptera is the basis for the conclusion that the wings were derived from 




Fig- 77- — Stenodictyajobata (After Handlirsch). 



lateral expansions of the plura of the body-segments, which functioned as 
parachutes; that nearly all of the body-segments bore these expansions; 
and that later there was an increase in size of the mesothoracic and meta- 
thoracic expansions and a reduction of the others. 

It is evident that when the mesothoracic 
and metathoradc pleural expansions became 
active organs of flight, by the development of a 
hinge at the base, they became the field of vari- 
ations and of selective processes that resulted 
in their greatly increased size and in the devel- 
opment of many forms of wing-venation, while 
the other pleural expansions remained with 
little change for a long period. This is shown 
by the fact that, although there are compara- 
tively few cases among the remains of the Palaeodictyoptera where any 
part of the prothorax is preserved, these include representatives of five 




Fig. 78. — Lithomantis carbon- 
aria (After Woodward). 
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families in which there are prothoradc wings.* One of these is repre- 
sented in Figtire 78. 

It is probable that the prothoracic expansions were useful even after the 
appendages of the second and third thoracic s^;ments became active organs 
of flight. That they were retained after the loss of the abdominal expan- 
sions is shown by Lycocercus Goldenbergi, (Handlirsch, PI. X, Fig. 20). 

/ In all of the remains of the Palaeo- 
dictyoptera in which both the wings 
and the body are preserved, the wings 
are extended. It seems probable, 
therefore, that they could be moved 
only vertically. The ability to fold 
the wings over the abdomen was 
acquired only by later developed 
orders. One of the older illustra- 
tions of this is Spaniodera antbtdans 
(Fig. 79), a member of the Order Pro- 
torthoptera, found in Illinois and in 
Pennsylvania, in the Middle Upper 
Carboniferous. 

Handlirsch believes that the 
Palaeodictyoptera were amphibious; 
but it does not seem to me at all 
probable that this was the case. Two 
njnnphs from the Middle Upper Car- 
boniferous are known: one (Fig. 80) 
from Sadgley, England; and one 
(Fig. 81) from Hampton, West Virginia. It is difficult to imagine insects 
with laterally projecting wing-buds, such as these nymphs possessed, 
swimming through the water. 

It seems to me obvious that the development of aquatic nymphs could 
have occurred only after the developing wings had become folded back 
along the sides of the body. The fact that the three recent orders with 
aquatic nymphs, the Odonata, the Ephemerida, and the Plecoptera, have 
different types of tracheal gills indicates that they could not have been 
evolved from a common aquatic progenitor. 




Fig- 79- — Spaniodera ambulans (After 
Handlirsch). 



(c) ON THE COURSE OF THE EVOLUTION O"? EACH OF THE PRINCIPAL 

WING- VEINS 

In our efforts to construct a diagram representing the probable type of 
the wing-venation of the primitive winged insect Comstock and Needham 



•These are Stenodictya^ Lithomantis^ Lycocerctis, Honurophlehiat and Homaloneurina, 
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Studied the tracheation of the wings of n3miphs and of pupae of the more 

generalized members of all of the orders of living insects of which material 

was available. 

In the case of each of the wing-veins, a comparative study was made of 

the trachea that precedes it in all of the orders in which that trachea is 
retained; and in those orders where the trachea- 
tion is reduced, a study was made of the wing- 
vein in the more generalized members of the 
order. It was upon these studies that our conclu- 
sion regarding the probable primitive form of the 
wing-vein was based. It is of interest now to 
j ^^ ^ ascertain to what extent the validity of these con- 

* - ^ elusions is supported by the paleontological data 

at hand. 

The evolution of the costa. — Little can be 
said about the evolution of the costa; for in the 
oldest of winged insects known to us it had reached 
the form characteristic of the most specialized 
of living insects, that of an tmbranched marginal 

Fig.80.— NymphofaPaleo- vein. 

*^^^&^dl^h^^ ^^^ ^^^^ ^^ ^ ^^^^ support of that margin of 

the wing where the greatest stress falls in active 
flight evidently led very early to the attainment of the form of the vein 
that has persisted to the present. 

The eyolution of the subcosta. — ^Among recent insects three types of 
the subcosta exist: first, that which is well-shown in Nemoura, in which 

the vein is divided into two branches (Fig. . , 

82, a) ; second, the tyipe found in many insects, ^^ 

in which it is a simple tmbranched vein (Fig. ,--''' 
82, 6); and third the type that is well-illus- 
trated by the subcosta of Corydalis, in which 
the principal vein bears many small branches 
Fig. 82, c). 

It seemed probable to Comstock and 
Needham that the second and third types 
had been derived from the first; that the 
second type was evolved by the loss of one of 
the branches existing in the first; and that the 
third type was the result of a specialization by 
addition. 

Among the facts that led to the conclusion that the two-branched type 
was the more primitive one are the following: In Xenoneura (Fig. 73), 
which at the time we wrote our series of articles was believed to be a 




Fig. 81. — Nymph 
ctyopteron (Ait 



of a Paleodi- 
terHandlirsch). 
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Devonian insect and consequently one of the oldest insects known, the 
subcosta as figtired by Scudder is clearly of this type. In the Plecoptera, 
which is a very generalized order of insects, probably more generalized than 
any other of the recent orders of winged insects, except perhaps the 
Orthoptera, the subcosta is of this type (Fig. 82,0). In very young nymphs 
of Odonata the subcostal trachea is two-branched (Fig. 227), andunbranched 
in the wing of a mature nymph (Fig. 228). In the Lepidoptera, the sub- 
costa is two-branched in Hepialus; and MacGillivray has since shown that 
the subcostal trachea is two-branched. 

Passii^ to the orders in which the tracheation is reduced, and conse- 
quently of no aid in the solution of this problem, the subcosta is two- 
branched in many of the Trichoptera, in the more generalized Hymenop- 
tera, and in Protoplasa, the most generalized of the recent Diptera. It is 




, ,^sm^s. 



Fig. 82. — The three t3rpes of the subcosta; a, subcosta of 

Nemoura; 6, subcosta of Rhyphus; c, subcosta 

of Corydalus, 

unnecessary to go farther to show that we had good reason for regarding 
the two-branched type of the subcosta as primitive. 

Let us now turn to an examination of the paleontological evidence bear- 
ing on the primitive type of the subcosta. At first sight this evidence does 
not support the conclusion drawn from the study of living forms; for in the 
Palaeodictyoptera, which in most respects are the most generalized of 
fossil insects, the subcosta was not branched (Fig. 77). 

I do not feel, however, that this evidence is conclusive. The most 
generalized of the Palaeodictyoptera are the Dictyoneuridae, of which 
Stenodictya lobaia (Fig. 77) is the best preserved form known. While the 
members of this family have retained the prothoracic and abdominal 
wing-rudiments, and have not yet attained definite cross-veins in the wings, 
both primitive characteristics, the mesothoracic and metathoradc wings 
have evidently been specialized in certain ways that will be discussed later. 
And it is quite possible that along with these specializations there has been 
a loss of one branch of the subcosta. One must keep constantly in mind 
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the fact that the oldest of the Dictyoneuridae known are from the Middle 
Upper Carboniferous, and that at that period winged insects had existed 




Fig. 83. — Hadentomum americanum (After Handlirsch). 

for a long time. The stem form of the wing-insect series evidently existed 
either very early in the Lower Upper Carboniferous or, which is more 
probable, in the Subcarboniferous. 

In the order Hadentomoidea, represented by a single species, Haden- 
tomum americanum, from the Middle Upper Carboniferous, and conse- 
quently contemporaneous with the most generalized of the Palaeodictyop- 
tera, there is what appears to be a division of the subcosta into two branches 
(Fig. 83). In the fore wing of this insect the subcosta has two tips: one 
tip ends in the margin of the wing, the other extends to vein Ri. It may 
be, however, that the latter is merely the last of the series of cross-veins 
between veins Sc and Ri. 

In the order Mixotermitoidea, which is represented by only two known 
genera, we find in Mixotermes lugauensis a forked subcosta (Fig. 84) ; and, 
among the "Palaeodictyoptera incertae sedis" of Handlirsch, Xenoneura 

antiquorum, as figured by 
Scudder (Fig. 73), has a 
forked subcosta. Both 
of these species are from 
the Middle Upper Car- 
boniferous and were, 
therefore, like Hadento- 
mum, contemporaneous 
with the most generalized 
of the known Palaeodicty- 
optera. 

In the order Megasecoptera we find a distinctly branched subcosta in 
Diaphanoptera Munieri (Fig. 85). But in the closely allied Corydaloides 
and Aspidothorax the subcosta is simple. These are all from the Upper 
Upper Carboniferous. 




"Sc 



Fig. 84. — Mixotermes lugauensis (After Handlirsch). 
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Fig. 85. — Diaphanoptera Munieri 
(After Handlirsch). 



This condition is paralleled by the recent Diptera, among which the 
very generalized Protoplasa (Fig. 360) has a distinctly branched subcosta, 
while in most members of the order 
this vein is simple. 

In conclusion one can say that 
the forking of the subcosta is a very 
ancient featiu-e of this vein; whether 
it existed or not in the stem form of 
the winged insect series remains to 
be determined. Obviously nothing 
would be gained by representing it as a simple vein in our diagram of the 
hypothetical type of primitive wing-venation. 

The evolution of the radius. — ^As the result of our studies of recent 
insects Comstock and Needham concluded that the primitive form of the 
radius was that represented in our hypothetical type of primitive wing- 
venation (Fig. 6). We were led to this conclusion by the fact that in the 
more generalized members of several of the orders of insects this type of 
radius exists. Among these are the Homoptera, Lepidoptera, Trichoptera, 
Diptera, and Neuroptera. Detailed discussions of examples are given in 
later chapters. And in each of those orders where another type of radius 
exists, it is easy to see how it has been derived from the hypothetical typical 
form by well-known methods of specialization. 

Let us pass now to an examination of the paleontological data bearing 
on the primitive form of the radius. There can be no doubt that the first 
forking of the radius, by which this vein becomes divided into two parts, 
which are now known as veins Ri and the radial sector, or vein Rg, respec- 




Fig. 86. — Diagram representing the two types of the radial 

sector; a, the pectinate type; 6, the dichotomoudy 

branched type. 

tively, is a very ancient characteristic of this vein. This forking is so 
constantly present in the fossils to be discussed later that it is tmnecessary 
to cite examples of it here. The part of the radius that requires special 
study is the radial sector. 
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Two types of the radial sector are found in the older insect remains, and 
in living insects as well. These may be defined as the pectinate radial 
sector and the dichotomously branched radial sector, respectively. 

In the pectinate radial sector the principal branches form a single series 
of approximately parallel veins, resembling in their arrangement the teeth 
of a comb (Fig. 86, a). In the dichotomously branched radial sector, the 
principal branches, typically four in number, show a dichotomous arrange- 
ment; that is the sector divides into two stems and each of these in turn 
divides into two branches (Fig. 86, 6). 

A good example of the pectinate type of radial sector is that of Steno- 
dictya (Fig. 77). The genus Sienodictya is placed by Handlirsch in what 
he considers the most generalized family of the Palaeodictyoptera, the 
Dictyoneuridae. In another genus, Polioptenus, both types occur; and in 
all other known genera of this family of which the wings are sufl&ciently 

well-preserved to show the 

^ ^ ^ j^ jj" -^, 5r form of the radial sector 

_ , . . - ""TTI-^ i "^^^ R^ the principal branches show 

-n^ - - r r -S^^^^'/^'^^---r^^^ I M^^A" ^ dichotomous arrangement. 
^; -^^i^^^N^^^ There are ten of these 

,\"-/*-^\NNs^^ genera; eight of which are 

\/;/\ V >^\\/^s^^ from the Middle Upper Car- 

* ^^^^^^-^O^s:^]^^^ — r"/^^ ' boniferous; while all of the 

^^* ^* species of Sienodictya are 

Fig. 87. — Metropator pussiUus (After Handlirsch). from the Upper Upper Car- 
boniferous. 
In other words, all of the older Dictyoneuridae, except Poliopienus in 
which both types of radial sector are found, had the radial sector dichoto- 
mously branched. 

It seems evident, therefore, that in the later appearing Sienodictya from 
the Upper Upper Carboniferous, the radial sector has not retained its 
primitive form; and that the pectinate type was derived from the dicho- 
tomously branched tjrpe. In the chapter on the wings of the Neuroptera 
the suppression of the dichotomy of the radial sector is discussed. 

A careful tabulation of the data exhibited by the Palaeodictyoptera as a 
whole shows that the type of branching of the radial sector can be deter- 
mined in representatives of twenty of the twenty-two families induded in 
the order; and that in fourteen of these twenty families only the dichoto- 
mous tyx)e is foimd; in two, only the pectinate type; and in four both 
types existed. 

Let us now study the evidence presented by the oldest insect remains 
that are known, those from the Lower Upper Carboniferous. Of these 
there are eight, six from the United States, and one each from Wales and 
from Germany. 
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The only one from the Anthracite Region of the United States is 
Metropator pustUus (Fig. 87), from the Lower Lykens series, near Altamont 




Pig. 88.— Poo/ia vetusia (After Handlirsch). 

Colliery, Pennsylvania. In this wing, the radial sector corresponds closely 
with the hypothetical type except that it bears two accessory veins, one 
each on veins R» and R«. 

Of about the same age as Metropator are two fossils from Indiana and 
one from Alabama. The best preserved of these three is Paolia vettista 
(Pig. 88), from the Mansfield formation, near Prench Lick, Indiana. That 
this is a very generalized insect is shown by the fact that the spaces between 
the veins were filled with an irregular network of veins; definite cross-veins 
had not yet been attained. In this wing the radial sector is dichotomously 
branched. Veins Rj and R» coalesce niearly to the margin of the wing ; and 
vein R« bears an accessory vein. 
There is also an accessory vein on 
veinRt. 

A second species from the same 
formation is Paolia Gurleyi (Pig. 89) . 
The radial sector of this is also 
dichotomously branched. It differs 
from that of the preceding species pjg. 89.— PooWa GurUyi (After Handlirsch). 
in a slightly different distribution 
of the accessory veins, there being two on vein R3 and none on vein R4. 

The Alabama species, which is believed to be nearly contemporaneous 
with the two first described, is Campteroneura reticulata (Pig. 90) . This is a 
fragment of a wing from the Mary Lee groilp, Cordova, Alabama. This 
fragment includes only a part of the anal area and perhaps a part of the 
cubital area; it throws no light on the branching of the radial sector. 

Another fragment of a wing from Alabama is supposed to be of a slightly 
more recent time; this is Baihytaptus falcipennis (Pig. 91), of the Pratt 
group, Coalbury near Birmingham. This is a more specialized wing than 
either of those described above; definite cross-veins had been attained. 
In this wing the radial sector is clearly typical with the addition of two 
accessory veins on vein Rj. 
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Fig. 90.- 



-Campteroneura reticukUa (After 
Handlirsch). 



The last of the series of American fossil insect remains from the Lower 
Upper Carboniferous is Eurythmopteryx antiqua (Fig. 92), from the Pratt 

_^ Mines, near Birmingham, 

Alabama. As in the pre- 
ceding species, this wing 
shows definite cross-veins. 
The radial sector is typical 
with the addition of one 
accessory vein on vein Rj. 

The single representa- 
tive of the Lower Upper 
Carboniferous insects found 
in the British Islands is 
Pseudofouquea cambrensis (Fig. 93), from the Lower Coal Measures, Car- 
diff, Wales. In this wing the radial sector is typical with the addition 
of an accessory vein on vein R2. 

There remains only a single Lower Upper Carboniferous insect to be 
mentioned. This is the German Stygne Roemeri (Fig. 94), from Laurahutte 

in Upper Silesia. In this species , ^ 

the radial sector is dichotomously 
branched and bears many acces- 
sory veins. A remarkable feature 
of this wing is the presence of a 
series of accessory veins extend- 
ing from the radial sector into 
cell Ri. 

This series of the oldest insect 
remains confirms the conclusion, 
drawn from a study of recent 
insects, regarding the primitive 
type of branching of the radial 
sector. That is the sector was typically four branched and the branch- 
ing was dichotomous. In addition to the four principal branches there 




Fig. 91.- 



'BcUhytaptus fakipennis (After 
Handlirsch). 




Fig. 92. — Eurythmopteryx antiqua (After Handlirsch). 
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was a variable number of accessory veins. But the fact that there was 
no r^ularity in the position and number of these accessory veins indi- 
cates that they were not of Sc 

fundamental importance ^J^^^'^^'^^^^vT^I^^^^^ 

and could not be included R2 /z^^^^-^^^^S ^rj::^^ " 

in a diagram representing f^i\.^^^^^:^^^^^^^^^^^^~^^<C^ "^ 

the primitive type of branch- R^^ '^'^^^^^^^^^^^^^b^^^ 
ing of the wing-veins.* ^^^^^^^^-^^^1^^^^ 

The evolution of the m^^^^''^-^^^^^^^^^^^^^^^ 

media. — In the case of Fig- 93- — Pseudofouquea cambrensis (After 

J. ., . t_ Handlirsch). 

media it is much more 

difi&cult to determine the primitive type of branching. A study of recent 

forms led Comstock and Needham to conclude that the primitive media was 

four branched and that the branching was dichotomotis. Regarding this 

we made the following statement: 

"The vein occupying the center of the wing is the media (M). In those 

orders in which it retains most nearly its primitive form it is usually three- 

Fig. 94. — Stygne Roemeri (After Handlirsch). 

branched; but the fact that in the more generalized members of several 
widely separated orders it is four-branched leads us to beUeve that it was 
four-branched in the stem form of winged insects. The branches are 
designated as mediorone (Mi), media-two (M2), mediorthree (Ms), and mediae 
four (M4), respectively.'* 

The following are examples of generalized forms among living insects 
showing a four-branched media: 

•Distribution of Accessory Veins in the Lower Upper Carboniferous Insects 

Pig. R2 R« R4 Rs Ml M2M8M4CU1CU1 

Metropator pussillus 14 i i o o o o o i o I 

Paolia vetusta 15 2 2 2 i 2 i 2 4 4+ 1 

Paolia Gurle5d 16 i 2 o o i o 3 o 3 o 

Camptoroneura reticulata 17 

Bathytaptusfalcepennis 18 2 o o o o o 

Eurythmopteryx antiqua 19 100 00 o i 2 o 3 

Pseudofouquea cambrensis 20 i o o o o o o i ? 

Stygne Roemeri fore w 3 o o o i o i i 4 o 

hindw 2i?oooooii30 
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In the nymph of a Cicada (Fig. 269), the medial trachea is four-branched 
and about each of these branches a vein of the adult wing is formed. In 
the nymph of a Pentatomid (Fig. 302) the medial trachea is four-branched. 
In the Odonata media is four-branched (Fig. 228) ; this is also true of the 
Ephemerida (Fig. 61), and of the more generalized of the Trichoptera (Fig. 
320). 

When one consults the paleontological evidences regarding the primitive 
form of media and examines the wings of the Palaeodictyoptera one is met 
by a bewildering variety in the branchings of this vein. And at first sight 
the evidence does not seem to support the condtision, drawn from the study 
of recent insects, that this vein is typically four-branched and that the 
branching is dichotomous. 

It is nattu al that the attention should be focused at first on the wonder- 
fully well-preserved specimen of Stenodiciya lobata (Fig. 77), the generalized 




Fig* 95' — Diciyoneura Hbelluloides (After Handlirsch). 

features of which have been already discussed. In this insect media is 
two-branched, and this is the case in all of the six known species of this 
genus. But of the fifty two genera, representing twenty-one families of the 
Palaeodictyoptera, of which the remains are sufficiently well-preserved to 
enable us to determine the nature of media, this is the only genus in which 
this vein is two-branched. Even in the other thirteen genera of the family 
in which Stenodictya is placed, the Dictyoneuridae, the media is more than 
two-branched. It is evident, therefore, that the two-branched condition 
of this vein in this genus is the result of specialization by reduction, The 
fact that Stenodictya is from the Upper Upper Carboniferous and that all of 
the insects of the Lower and Middle Upper Carboniferous have media more 
than two-branched confirms this conclusion. 

An even more puzzling matter than the two-branched media of Steno- 
dictya is the fact that in about one-half of the genera of the Palaeodictyop- 
tera media is of a form that may be termed the isolated front branch type, 
and in about one-half of these there is what resembles a four-branched 
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sector, with or without accessory veins, which results in the vein resembling 
the typical radius in form. This is well-illustrated by Dictyoneura libeUu- 
loides (Fig. 95), which is a simple example of this type; and by Hadroneuria 




Fig. 96. — Hadraneura bohemica (After Handlirsch). 

bohemica (Fig. 96), in which the type is compUcated by the addition of 
several accessory veins, although the front branch remains isolated. In 
these and in other figures, I have labeled this isolated front branch as vein 
Mi-h; my reason for doing this will be given later. 

Let us now determine the type of branching of media in the oldest insect 
remains that have been found up to the present time, that is in those of the 
Lower Upper Carboniferous. The exact locality in which each of these 
fossils was found has been indicated in the foregoing discussion of the radial 
sector, and need not be given here. The figures are repeated, however, for 
convenience of reference. 

In Metfopator pussillus (Fig. 97) the media is five-branched, and the 
branching is dichotomous. It differs from the hypothetical type by the 
presence of an extra branch 
on vein ML*. This is corre- 
lated with a similar condi- 
tion in other veins. The 
radial sector is also typical 
with an accessory branch on 
vein R2 and one on vein R3. 
Vein Cui also bears a short 
accessory branch. Only a 
small part of the anal area 




Cui' Ma 
Fig' 97' — Metropator pussillus (After Handlirsch). 



is preserved, but there is enough to show that the first anal vein was 
branched. 

Of about the same age as the fossil just described are two from Indiana 
and one from Alabama. The best preserved of these three is Paolia 
vetusta (Fig. 98). In this wing media has many branches; but the branch- 
ing is dichotomous. It is easy to recognize the typical form of media with 
the addition of several accessory branches. 
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A second species from the same fonnation is Paolia Gurleyi (Fig. 99). 
This differs from the preceding species in the smaller number of the acces- 
sory branches of media. 

A study of these three wings, the oldest of the known insect remiains 
found in the United States, leads to the conclusion that the primitive 





Fig. ^S.^PaoUa vetusta (After HandlirsdO* 

arrangement of the principal branches of media was that indicated in the 

diagram, by Comstock and Needham, of the hypothetical primitive type. 

It also shows that in these ancient insects the four principal branches of 

media bore a variable number of ac- 
cessory veins, near the margin of the 

wing. The lack of uniformity in the 

number and position of these acces- ^^ 

sory veins parallels the conditions Fy" 

that exist in recent insects with 

accessory veins; where the ntmiber 

and position of the accessory veins rig. 99^-Paolia Gurleyi (After Handlirsch). 

is of hardly more than specific value. 

The Alabama specimen, which is believed to be nearly contempor- 
aneous with the two just described, is Campteroneura reticulata (Fig. 100). 

It is doubtful if the fragment preserved contains any part of the media; 

but even if it does, there is 
not enough of this vein to 
enable us to determine the 
nature of the branching 
of it. 

Another fragment of a 
wing from Alabama is sup- 
posed to be of a slightly 
more recent time; this is 
the Baihytaptus fakipennis 
(Fig. loi). Only part of 

media is preserved, but enough to show that it was not of the isolated 

front branch type. 




Fig. 100. — Campteroneura reticulata (After 
Handlirsch). 
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The last of the series of American f ossU insect remains from the Lower 
Upper Carboniferous is Euryihmopieryx antiqua (Fig. 102). In this wing 

definite cross-veins had been 

attained; and media is of the 
isolated front branch type, which 
will be discussed a little later. 

The single representative of 
the Lower Upper Carboniferous 
insects found in the British 
Islands is Pseadofouquea cam- 
brensis (Fig. 103). In this media 
is clearly dichotomously branched, 
with an accessory vein on vein M4. 

There remains only a single 
Lower Upper Carboniferous insect 
to be mentioned. This is the German Stygne Roemeri (Fig. 104). In this 
species media was of the isolated front branch t5rpe. 

I will now state my reason for believing that this isolated front branch 
of media is vein Mi +2. The determination of the origin of this t5rpe of 




Fig. 101.- 



■Balhytaptus falcipennis (After 
Handlirsch). 




Fig. 102. — Eurythmopteryx antiqua (After Handlirsch). 

media was an exceedingly puzzling problem. It was made more so by the 
existence of many genera in which this vein resembles the typical form of 

radius, that is with a simple 
front branch and a four- 
branched sector (Fig. 95). 
This led me to think for a 
time that the four-branched 
sector represented the f otir- 
branched media of the hypo- 
thetical t3rpe of Comstock 
and Needham and that the 




Fig. 



103. — Pseudofouquea cambrensis (After 
HandHrsch). 



isolated front branch was a vein that had been lost in the course of the 
evolution of more recent insects. 
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The key to the solution of the problem was found in the study of the 
wings of Homaloneura punctata (Fig. 105), from the Upper Upper Carboni- 
ferous, of Commentry, France. Both wings of this insect are preserved; 




Fig. 104. — Stygne Roemeri (After Handlirsch). 

in the front wing media is dichotomously branched and in the hind wing 
this vein is of the isolated front branch t3rpe. From a study of these wings 
it is evident that the isolated front branch of media of the hind wing is the 
result of the coalescence of veins Mi and Mj by which a single unbranched 
vein was formed. 

The beginning of this reduction of vein Mi+j to an unbranched condi- 
tion is shown in Metropator (Fig. 97) and in the two species of Paolia (Fig. 
98 and 99). In each of these the forking of vein Mi+j is much nearer the 
margin of the wing than that of vein M8+4. 

Correlated with the reduction of vein Mi+« to an unbranched condition, 
there has been in very many of the genera in which this condition exists a 
moving back of the point of separation of veins Mi+« and M1+4 towards 
the base of the wing, which has resulted in an accentuation of the isolation 

of vein Mi+«. This is shown to a certain 
extent in Eurythmopteryx (Fig. 102) and 
more markedly in Diciyoneura LibeUu- 
loides (Fig. 95). 

In conclusion, the paleontological data 
indicates that in the primitive insect wing 
the media was four-branched and the 
branching was dichotomous. It also 
indicates that in addition to the four 
principal branches there was a variable 
ntmiber of accessory veins near the margin 
of the wing (See foot note page 99). 

The evolution of the cubitus. — ^A 
study of recent insects led Comstock and 
Needham to conclude that in the primitive insect wing cubitus was 
two-branched; and it is so represented in our diagram of the hypothetical 
primitive type of wing venation. 




Fig. 105. — Homaloneura punctata 
(After Handlirsch). 
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The two-branched condition of cubitus is clearly shown in the Plecop- 
tera (Fig. 12), Corrodentia (Fig. 4), Odonata (Fig. 228), Homoptera (Fig. 
270), Trichoptera (Fig. 320), Lepidoptera (Fig. 344), Diptera (Fig. 357), 
and Hymenoptera (Fig. 391). 

In the Orthoptera and in the Neuroptera we found that frequently there 
are on one or both of the two principal branches of cubitus a variable num- 
ber of accessory veins; but we found no constancy in the number or in the 
position of these accessory veins, closely allied genera showing marked 
diflEerences in these respects. We felt, therefore, that the stem form from 
which the recent orders of insects have been evolved had, without doubt a 
two-branched cubitus. 

When we turn to the study of the Paleozoic insects we find a much 
smaller amoimt of data regarding the form of cubitus than we foimd 
regarding either of the veins already discussed. This is due to the fact 




Fig. 106. — Paolia vetusta (After Handlirsch). 

that frequently in otherwise well-preserved wings the cubital and anal 
areas are lacking entirely or in part ; this is especially true of the basal parts 
of the cubitus and the anal veins. 

In four of the eight wings found in the Lower Upper Carboniferous the 
cubitus is fairly well-preserved. We will begin our study of the paleonto- 
logical data with these, the oldest known insect remains. 

In Paolia vetusta (Fig. 106) the cubitus has two principal branches each 
of which bears accessory veins near the margin of the wing. These acces- 
sory veins are branched very irregularly. So irregular is this branching, 
that it does not seem probable that it was even of specific value; evidently 
a definite arrangement of the accessory veins borne by cubitus had not 
yet been attained; and we can regard only the main stem and the two 
principal branches as being fimdamental. 

In Stygne Roemeri (Fig. 107) we find amore advanced stage of specializa- 
tion; this is evident from the fact that definite cross-veins had been 
attained, which is not the case in Paolia, In Stygne each of the two princi- 
pal branches of cubitus bears several branches; the cubital area being 
greatly widened at the margin of the wing, and well-suppUed with accessory 
veins, most of which have attained a definite longitudinal direction. 



Digitized by 



Google 



106 



THE PALEONTOLOGICAL DATA 



A somewhat more specialized species is Eurythmopteryx antiqua (Fig, 
io8). Here too are found definite cross-veins and the accessory veins 
appear to have a definite arrangement. The most striking feature of the 




Fig. 107. — Stygne Raemeri (After Handlirsch). 

cubitus in this wing is the fact that vein Cui is simple while vein Cua bears 
two, forked accessory veins; a curious result of this is that the three 
branched veins in this wing, the raditis, the media, and the cubitus resemble 
each other to a remarkable degree ; in fact each is of what I have termed the 
isolated front branch type in my discussion of the media. In miany of the 
Palaeodictyoptera the cubitus is of this type But in many others vein Cui 
bears as many or even more accessory veins than does vein Cuj. This is 
the case in the two older insects, Paolia vetusta and Stygne Roemeri, described 
above. 

The fourth wing from the Lower Upper Carboniferous in which cubitus 
is preserved is Pseudofouquea cambrensis (Fig. 103). If the figure correctly 
represents this vein it is of so unique a type that it must be regarded as a 
sidewise development, resembling nothing of which we know that either 
preceded or followed it; and consequently it throws no light on the ques- 
tion regarding the primitive form of the cubitus. 




Fig. 108. — Eurythmopteryx antiqua (After Handlirsch). 

In marked contrast to the isolated front branch type of cubitus is a 
type in which vein Cu2 is simple and vein Cui bears accessory veins, which 
might be designated as the isolated hind branch type of cubitus. An illus- 
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tration of this is seen in Becquerelia Grehanti (Fig. 109), from the Upper 
Upper Carboniferous of Prance. 

It is not necessary to multiply examples. It is evident from those given 
above that the primitive cubitus was two-branched, and that probably 
each of these branches bore a variable number of accessory vein, which had 
no definite arrangement, as illustrated by Paolia vetusta (Pig. 106). Prom 
this primitive type there were evolved the following: 

Porms in which the accessory veins of both branches of the cubitus 
attained a definite arrangement, as in Stygne Roemeri (Pig. 107). 

Porms in which the accessory veins of vein Cui were lost, thus producing 
the isolated front branch type, as in Eurythmopteryx antiqua (Pig. 108) . 

Porms in which the accessory veins of vein Cu2 were lost, thus producing 
the isolated hind branch type, as in Becquerelia Grehanti (Pig. 109). 

And finally, forms, not mentioned in the above discussion, in which the 
accessory veins of both of the branches of cubitus were lost, producing a 




CU2 

Pig. 109. — Becquerelia Grehanti (After Handlirsch). 

simple two branched cubitus. This type arose comparatively early and 
was associated with very generalized features, as in the case in Steno- 
dictya lobata (Pig. 77). It is this type that is most common among living 
insects. 

The evolution of the anal veins. — ^The determination of the probable 
primitive nimiber and form of the anal veins in the wings of insects is a 
more diflBcult matter than the determination of the probable number and 
forms of the other principal veins. 

There can be no doubt as to the number of principal veins in the preanal 
area. In the case of each of these veins, the trachea that precedes it, in 
those orders where the tracheation is not reduced, arises separately from 
the thoracic tracheae, and extends into the wing-bud for a considerable 
distance before branching; thus forming a definite, distinct entity; and 
in those orders where the tracheation is reduced the ntmiber and branching 
of the principal veins of the preanal area is easily determined in the more 
generalized forms. 
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In the anal area, the number of the principal veins can be determined in 
certain cases by a study of the tracheation of the wings of the nymph. 
Thus in the hind wing of a nymph of Nemoura (Fig. 12, page 20) there are 
clearly three principal anal tracheae, the first of which is simple, while the 
second and third are two-branched. But as the line along which the hinge 
of the wing of the adult is formed extends across the wing beyond the points 
of branching of these tracheae; and as the wing is greatly narrowed along 
this line at the last transformation, thus crowding the veins together, it is 
impossible, by a study of the wing of the adult alone, to determine, with 
certainty, whether a given vein is a simple, unbranched, principal vein or 
merely a branch of a forked vein. 

The condition is very different here from what it is in the preanal area 
where the branching of the principal veins takes place at a considerable 
distance from the base of the wing. 

Another factor that often complicates the determination of the identity 
of the anal veins is the tendency of the bases -of these veins to coalesce; 
this is shown in the hind wing of Nemoura (Fig. 12, page 20) where the 
2d and 3d anal tracheae coalesce for a short distance; and in Psocus (Fig. 5, 
page 14) what is doubtless the ist anal trachea coalesces with the cubital 
trachea and thus appears to be a branch of it. 

A comparative study of many generalized forms led Comstock and 
Needham to conclude that typically there are three anal veins; and subse- 
quent studies have revealed no reason for modifying this view. Abundant 
data to substantiate the correctness of it is given in the discussion of the 
venation of the wings of the different orders of insects in the later part of 
this work. 

When we turn to an examination of the paleontological data bearing on 
the number of the anal veins, we find that we have to deal with a much 
more difficult problem than that presented by recent insects; for here we 
can derive no help from ontogeny, but must confine ourselves to the study 
of remains of wings of adults; and these in most cases have this part of the 
wing poorly or not at all preserved. 

The fact is that in none of the remains of the Palaeodictyoptera yet 
found is the anal area sufficiently well-preserved to enable one to determine 
conclusively the number of principal veins in this area. Take for example 
the wonderfully well-preserved Stenodictya lobata (Fig. 77); here there are 
three anal veins in the fore wing and four in the hind wing. It seems proba- 
ble that the first two anal veins in each case are branches of the first anal 
vein; for in many of the Palaeodictyoptera, where the venation is less 
reduced than it is in Stenodictya^ the first anal vein is branched; this is 
illustrated by Polioptenus elegans (Fig. no), from the Middle Upper Car- 
boniferous, in which the branching of the first anal vein takes place near 
the middle of the length of this vein. But it is impossible to determine 
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either in Polioptenus or in Stenodictya whether the third and fourth anal 

veins are simple princii)al veins or are merely branches of a principal vein. 

We are forced to conclude from this examination of the paleontological 

data that so far as the anal area is concerned the study of the ontogeny of 



Cui 
Fig. no. — Polioptenus elegans (After Handlirsch). 

living insects is the surest guide to a knowledge of the primitive venation of 
this area; and that there is no reason now evident for modifying the con- 
clusions regarding this area expressed in the diagram by Comstock and 
Needham of the hjrpothetical primitive wing-venation. 

While the paleontological evidence throws little light on the venation 
of the anal area, we can draw some conclusions from it as to the form of this 
area as a whole in primitive insects. In the Palaeodictyoptera the anal area 
is not greatly enlarged; it is never separated from the preanal area by an 
anal furrow; and it was never developed into a fan-like form, there being 
no longitudinal folds in it. 

Summary. — ^A study of the paleontological data confinns to a remark- 
able degree the conclusions drawn from the study of the ontogeny of living 
insects as to the probable primitive t3rpe of wing-venation. 

It is evident that in the wings of the primitive insects the branches of 
the principal longitudinal veins bore near the margin of the wing a variable 
number of accessory veins; but it is equally evident that the number and 
position of these accessory veins was not at all constant, they being of the 
type defined in the preceding chapter as marginal accessory veins and not 
definitive accessory veins. It is obvious, therefore, that it would be 
impractical to introduce accessory veins into our dagram of the hypothet- 
ical tj^pe, for the doing of this would indicate a definiteness in nimiber and 
position that did not exist. 

If the diagram of the hypothetical primitive type be regarded as repre- 
senting only the principal veins and the chief branches of them, there is no 
change that it is certain should be made in it. The only vein regarding the 
primitive form of which there is doubt is the subcosta. This was not 
branched in any of the known Palaeodictyoptera; but it was branched in 
very ancient insects, that existed at the same time as the Palaeodictyoptera. 
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CHAPTER V 
THE DEVELOPMENT OF THE WINGS OF INSECTS 

In the discussion of the tracheation of the wings of insects and of the 
development of the wing-veins, in an earlier chapter, same data have been 
given regarding certain changes that take place in the course of the growth 
of wings; there are, however, other features to which reference should be 
made in thisplace. 

Two qtiite distinct methods of development of wings exist in insects; 
by one method, the wings are developed as outward projecting appendages 
of the body; by the other, they reach an advanced stage of development 
within the body. The former method of development takes plaice with 

nymphs, the latter, with larvae. The two 
methods will be discussed separately. 

(a) THE DEVELOPMENT OF THE WINGS 
OF NYMPHS 

The development of the wings of insects 
that undergo a gradual metamorphosis, or 
paurometabolous development, and of those 
that undergo an incomplete metamorphosis, 
or hemimetabolous development is compara- 
tively simple and easily observed. With 
these insects the wings are sac-like outgrowths, 
which appear comparatively early in the life of 
the nymph and become larger and larger with 
successive molts, the expanding of the wing- 
bud taking place immediately after the molt. 

First appearance position and growth of 
the wings of nymphs. — ^The sac-like folds of 
the body-wall that develop into wings first 
appear along a line where the suture between 
the tergtmi and the pleurum later develops. 
In most nymphs they are so directly contin- 
uous with the tergum and become so solidly 




Fig. III. — ^Wings of nymphs: 
A, of a stone-fly (Capnia)\ 
B and C, of a grasshopper; 
D, E, and F, of a dragon-fly. 
In the four lower figures the 
dorsal half of the body of the 
nymph is represented as 
spread out flat. Figures B 
and E are from nymphs one- 
third grown; and C and F 
from nymphs that were three- 
fifths grown (After C. & N.). 



chitinized with it that they have generally 
been interpreted as out-growths from its caudo-lateral margin (Fig. iii, 
A, B) ; but in the Odonata, the wings arise in an erect position upon the 
body-wall, at mid- way the length of their respective segments (Fig. iii, 
D). In insects with a complete metamorphosis, the rudiments of the wings 
are concealed until the asstimption of pupal instar, as is shown later. 

(110) 
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PLATE III 




Fig. I . — Base of a wing of a prepupa of Bombyx, 




Fig. 2. — ^A trachea and uncoiling tracheoles in a 
wing of Clisiocampa. 



Digitized by 



Qoo^^ 



Digitized by 



Google 



THE DEVELOPMENT OF WINGS 



111 




Fie. 1 12. — The six postembryonic instars in the development of Lopidea robinuB. 

In the third instar the wing-pads are just banning to show; in the fourth, 

they reach back nearly to the third abdominal segment; in the fifth, 

they reach to the middle of the fifth abdomin^ segment; in the 

sixth or adult instar the wings extend beyond the tip of the 

abdomen. (After Leonard 'i6). 
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In insects with a gradtial or with an incomplete metamorphosis the 
external changes during growth are comparatively slight, with each molt 
there is an increase in size, and at the assumption of the adult instar there 
takes place a great expansion of the wings, the perfection of the veins, the 
thinning of the spaces between the veins, and the perfection of the basal 
articulations. 

The gradual increase in the size of the wings in the successive nymphal 
instars and their great increase in size at the assimiption of the adult instar 
are well illustrated by the transformations of a capsid bug, Lopidea robinuB 
described and figured by M. D. Leonard Ci6), (Fig. 112). 

In the change from the last nymphal instar to the adult, there occurs in 
the jumping Orthoptera and in the Odonata the well known reversal of the 
position of the wings by which that face of each wing which has been 
exposed becomes the lower surface of the wing. 

* 'Figure 1 13 shows the relation of parts in a dragon-fly nymph one-third 
grown. It represents a partial cross-section passing through the posterior 
part of the .basal attachments of the hind wings and through the fore wings 
just before the arculus. In the hind wings are seen (a, b) the cut ends of 




Fig. 113. — Dorsal part of a transverse section of a nymph of CdUhemis dUa, 
one-third grown: d, dorsum; /)/,pleunmi; d.».,dorsiEd vessel; /,/, tracheae; 
w, m, muscles in cross-section; m/, muscles in longitudinal section; m, 
juo, developing muscles of the wing; Aw, hind wing; /w, fore- 
wing; a and h, the cut ends of the basal transverse trachea of 
the hind wing; C, costa; Sc, subcosta; R M, the coal- 
esced radius and media; Cu, cubitus; A, anal vein. 
(After C. & N.). 

the transverse basal trachea. In the fore wings the tracheae in the vein 
cavities are seen in section. The pleura (p/) are seen overljringj^the bases 
of the wings. 

**It is interesting to follow the basement membrane of the hypodermis 
throughout the section, noting how the hyjxjdermal cells are elongated in 



Digitized by 



Google 



THE DEVELOPMENT OF WINGS 



113 



certain parts, rounding out the sharp angles of the exterior, and completely 
occupying the narrower spaces in the wings. 

"It is also important to note that the basement membrane of the 
hypodermis of the wing differs in no respect from that of the hjrpodermis of 
the body-wall, and is continuous with it. In the thinner parts of the wing 




Pig. 114, — ^A cross-section of a fore- wing (in part omitted) of a nymph, two- 
thirds grown, and recently molted, of Anax Junius; c, cuticula; bm, 
basement membrane; «, hypodermis; the veins of the wing are 
designated by the usual lettering. (After C. & N.). 

the two basement membranes meet and fuse, thus forming what has been 
termed the middle membrane of the wing. Along certain lijies, seen in 
section in the figure, the two membranes remain separate, and thus are 
formed the cavities of the wing-veins. 

"Figure 114 represents a partial section of a fore wing of a nymph of 
Anax juniiis two-thirds grown; the section was taken at the nodus. The 
general features here seen are common to the wings of all nymphs — two 
layers of very elongate, hypodermal cells, which meet in places and form 
the middle membrane, and remain separate in other places, forming the 
vein cavities, which usually contain tracheae** (C. and N.). 

Thie tracheati(m of the wings of nymphs. — In the course of the develop- 
ment of the wings of nymphs, the principal tracheae pass out into the wing- 
bud very early and extend as the wing grows. There larger tracheae give 
off many small lateral and terminal branches so that all parts of the 
developing wing are supplied with air. 

In preparations of wings made by the method commonly employed for 
the study of the tracheation of the wings, the tracheoles are rarely visible; 
but in some preparations they are very evident. In the preparation of a 
wing of a dragon-fly, of which Fig. i Plate VIII represents a small part, it 
was easy to see that the entire wing was traversed by nimierous tracheoles.* 



*In descriptions of the tracheation of wings, and of the other parts of the body as 
well, it is important that the distinction between tracheae and tracheoles be kept clearly 
in mind. 

The term tracheole has been used frequently to designate any small trachea; but 
this is an incorrect use of the term. The tracheoles are certain minute tubes, which 
are connected with the tips of tracheae or arise from their sides, but which differ from 
tracheae in their appearance, structure, and mode of origin; in other words, tracheoles 
are not small tracheae, but structures that differ both histologically and morphologically 
from tracheae. 

Tracheoles are exceedingly slender, measuring less than one micron in diameter; 
they are of uniform diameter, not tapering as do tracheae; they differ strikingly from 
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As detailed discussions of the tracheation of the wings erf n5maphs are 
given in several of the following chapters, it is unnecessary to dwell further 
on this subject here. 

(6) THE DEVELOPMENT OP THE WINGS OP LARViB AND OP PUPiB 

Although there are differences in details in the development of the 
wings in different insects undergoing a complete metamorphosis, the 
essential features are the same in all. The most striking featiu^ is that the 
rudiments of the wings, the wing-buds, arise within the body and become 
exposed for the first time when the last larval skin is shed. This internal 
development of the wings presents many remarkable phenomena that have 
attracted the attention of many observers, among whom were Weissmann 
C64 and *<66), Landois ('71), Ganin (76), Dewitz ('81), Pancritius ('84). 
Schafler ('89), Mayer ('96), Gonin ('92), and Mercer ('00). 

Lack of space prevents the giving in this place of an historical account 
of the growth of knowledge of this subject, for this the writers named above 
can be consulted. The following accoimt consists largely of a tracing of 
the development of the wings of a single lepidopterous insect, the cabbage 
butterfly {Pieris rapcB), which is taken as an example. This account is 
based primarily on the observations of Gonin and the later studies of 
Mercer, which were made tmder my direction, to these I have added the 
results of some of my own studies. 

The development of the wing-buds. — ^The first indication of a wing-bud 
is a thickening of the hypodermis; this can be observed by making sections 
of the body-wall of the wing bearing s^;ments, of very yoimg larvae or even 
of embryos. In the first larval stadium of Pieris, this histoblast is well 
marked (Fig. 115, a). In the second stadium, it becomes more pnmiinent, 
and is invaginated, forming a pocket-like structure (Fig. 115, 6). In the 
third stadiimi a part of this invagination becomes thickened and evaginated 
into the pocket formed by the thinner portions of the invagination (Fig. 
115, c). In the fourth staditmi, the evaginated part of the histoblast 
becomes greatly extended (Fig. 115, d). It is this evaginated portion of 



tracheae in the absence of taenidia; they rarely branch, but often anastonase, which 
give them a branched appearance (Plate II and Plate III, Fig. 2). 

Each tracheole is of unicellular origin, and is at first intracellular in position; while 
tracheae are of multicellular origin and the Itunen of each is intercellular in position. 
The development of tracheoles, each coiled within a single cell of the epithehum <rf a 
trachea, and the subsequent opening of communication between the tradieoles and the 
lumen of the trachea, and the uncoiling and stretching out of the tracheoles, so that 
they reach aU parts of the wing, are described later in the account of the development 
of tiie wings ot Pieris 

It is probable that the tracheoles are the essential organs of respiration, and that 
the tradieae act merely as conduits, conveying the air from the spiracles to the tracheoles. 
But a discussion of this question does not fell within the scope of this essay. I wish 
merely to emphasize the importance of distinguidiing clearly between tracheae and 
tracheoles in descriptions of the tracheation of the wings. 
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the histoblast that later becomes the wing. In the fifth staditim, the wing- 
bud attains the form shown in Figure 115,^, which represents it dissected out 
of the wing-pocket. At the dose of the last larval stadium, the fifth, the 
wing is pushed out from the 
wing pocket, and lies under 
the old larval cuticula dur- 
ing the prepupal staditmi. 
It is then of the form shown 
in Figure 115, /. The molt 
that marks the beginning of 
the pupal staditun exposes 
the wing-buds, which in the 
Lepidoptera become closely 
soldered to the sides and 
breast of the pupa. Imme- 
diatdy after the last molt, 
when the adult emerges, the 
wings expand greatly and 
assuipe their definitive form. 

The development of the 
tracheation of the wings. — 
In the earlier stages of its 
development, the wing-bud 
is not provided with special 
organs of respiration, resem- 
bling in this respect other 
portions of the hypodermis 
of which it is a part. It 
should be noted, however, 
that the histoblast is devel- 
oped near a large trachea, a 
cross-section of which is 
shown in (Figure 115, a, 6, 
c, d), which represents sec- 
tions of these parts of the 
first, second, third and 
fourth instars respectively. 

During the fourth staditun, certain cells forming a part of the epithelitun 
of this trachea become greatly enlarged and project into the cavity of the 
wing-bud (Fig. 115, d). Within each of these cells there is developed a 
closely coiled tracheole. During this stadium the tracheoles have no 
communication with the lumen of the large trachea; but as the new intima 
of this trachea is formed it is not extended over the mouths of the tracheoles 




Fig. 115. — Several stages in the development of the 
wings of a cabbage butterfly (After Mercer). 
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and when the old intima is molted at the beginning of the fifth stadium the 
tracheoles become connected with the trachea. At the same time the 
tracheoles uncoil, and extend in btmdles in the forming vein-cavities of the 
wing-bud (Fig. 115, e). These tracheoles may be termed the larval 
tracheoles of the wingy as their existence is transient; they supply the 
developing appendage with air only dimng the last larval and the prepupal 
stadia. 

At the beginning of the fifth stadium or at the end of the fourth, there 
begins the development of the tracheae of the wing. These extend out 
into the developing vtein-cavities along with the larval tracheoles. Each 
is developed as a tubular extension of the epithelium of the large trachea, 
the mouth of which is closed by the intima of this trachea. For this 
reason, during the last larval and the prepupal stadia the wing trachea are 
not functional; they contain no air and are apparently filled with lymph. 
During this period the wing-bud is supplied with air by the larval tracheoles 
as indicated above. 

At the molt that marks the beginning of the pupal stadiimi, the shedding 
of the old intima of the trachea from which the wing-bud trachea arise, 
opens the mouths of the wing-tracheae, and they become functional. At 
the same time, that is early in the pupal stadium, the larval tracheoles 
degenerate; their function having been assimied by the wing-tracheae. 
Plate III, Fig. i represents the base of a wing of Bombyx photographed 
during the prepupal period; the wing-tracheae are still filled with lymph, 
and the bundles of larval tracheoles have begim to degenerate. 

During the pupal stadiimi a second series of tracheoles are developed. 
Each of these arises in a cell forming a part of the epithelium of a wing 
trachea; and they are distributed along the length of these tracheae. At 
first each tracheole is coiled within the cell in which it originated; but later 
the tracheoles uncoil and become greatly extended so that the entire wing 
is traversed by them. Plate III, Fig. 2 is from a photograph of a small 
part of wing of a pupa of Clisiocampa; the photograph was taken just after 
the tracheoles had begun to uncoil. This series of tracheoles may be 
termed the pupal tracheoles of the wing; for they first appear during the 
pupal stadiimi. 

As these tracheoles are developed during the pupal stadiimi within 
epitheUal cells of the wing-tracheae, they can not become functional tmtil 
their mouths are opened by the shedding of the intima of the wing-tracheae 
at the final molt. And it is evident that the period of their functioning 
must be limited to the short time during which the wing is expanding and 
the hypodermis is being used up in the formation of the cuticula of the wing. 
But as yet no observations have been made to demonstrate this point. 

It seems probable, also, that the supplying of the developing appendage 
with air by means of the larval tracheoles alone, diuing the last larval and 
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the prepupal stadia, is due to the retention of the wing within the narrow 
limits of its hypodermal pouch; for its small size renders possible its aera- 
tion by tracheoles alone. In an externally developing wing it is necessary 
that tracheae should grow with the wing, in order to carry the tracheoles out 
within reach of the tissues; but when a wing develops internally its length 
for a long time does not exceed the length of normal tracheoles. In such a 
wing, tracheae develop only when needed, at the approach of the time when 
rapid extension is to take place. 
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CHAPTER VI 
THE STBPS IN THE SPECIALIZATION OF WINGS 

In order to make use in taxonomic work of the characters presented by 
the wings of insects, it is necessary to gain a clear idea of what are the more 
generalized features of these wings and of the various ways in which the 
primitive type of insect wing has been modified. With this data in hand 
much information is available, that will be of use in determining the 
relationships of the subdivision of the class Insecta. 

The making of a genealogical tree does not fall within the scope of this 
book. The writer fully appreciates that a natural classification of insects 
cannot be based on the study of a single set of organs. But there can be no 
doubt that the wings of insects present characters that will be of great value 
in the working out of such a classification. 

While no attempt to construct a genealogical tree is to be made here, it 
is desirable that the data that can be obtained by a study of the wings 
should be presented in such a way that it shall be available for correlation 
with the data to be derived from the study of other parts. For this reason 
there is given in this chapter a brief discussion of the methods of specializa- 
tion of wings and, at the close of the chapter, an anal3rtical table of the 
orders of insects based on the different methods of specialization of these 
organs characteristic of the different orders. 

The sequence in which the orders bt insects are discussed in the following 
chapters has been determined by this table. This sequence, like all linear 
arrangements of groups of organisms, is more or less arbitrary. Thus while 
there is an effort to place first the more generalized orders and later those 
that are more specialized, the putting together of orders exhibiting the 
same type of specialization results in some cases in the placing of compara- 
tively generalized forms after those that are obviously more highly spec- 
ialized. The position of the Plecoptera is an illustration of this. The 
insects of this order are evidently more generalized than, for example, the 
Neuroptera or the Odonata, which are placed earlier in the linear 
series. 

The comparatively high position assigned to the Plecoptera is, however, 
only apparent. A reference to the table will show that the orders of insects 
are grouped in two series, **A" and "AA". Under **A" are placed those 
orders in which the wings are specialized by addition in the preanal area 
and under "AA** those orders in which the wings are specialized by reduc- 
tion in the preanal area. Each of these series includes some quite general- 
ized insects and others that are highly specialized. The completion of the 
discussion of the first series before taking up the second series results in the 

(118) 
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generalized members of the second series following the highly specialized 
members of the first series. 

The more generalized members of these two series, the Orthoptera of the 
first series and the Plecoptera of the second series, are probably more 
closely allied to each other than is either of these orders to the more special- 
ized orders of the series in which it is placed; the two series arose from a 
conmion starting point, the Palaeodictyoptera, but have widely diverged 
in the course of their development. 

In discussing the steps in the specialization of wings several features in 
the development and perfecting of these organs are to be considered; these 
may.be treated under separate heads, as follows: 

(a) THE DEVELOPMENT OP THE WINGS 

(i.) The development of wings externally. 

This is the more primitive method of development of wings and is 
characteristic of the more generalized orders of insects, those in which the 
metamorphosis is either of the type known as gradual or of the type known 
as incomplete. 

(2) The development of wings internally. 

This is an acquired method of development of wings and is characteristic 
of the more highly specialized orders of insects, those in which the type 
of metamorphosis is that known as complete. 

It is not probable that the orders in which the metamorphosis is com- 
plete constitute a monophylitic group; the indications being that this type 
of metamorphosis has arisen independently in different parts of the insect 
series. 

(6) THE BASAL CONNECTIONS OP THE TRACHEiB THAT PRECEDE 
THE WING-VEINS 

(i.) The costo-radial and the cubito-anal groups of tracheae distinct, 
t. e. with no transverse basal trachea. Correlated with this condition, the 
medial trachea is a member of the costo-radial group. 

(2.) The costo-radial and the cubito-anal groups of tracheae united by 
a transverse basal trachea. Correlated with this are the successive stages 
in the migration o\ the base of the medial trachea, along the transverse 
basal trachea, from the costo-radial group of tracheae to the cubito-anal 
group. 

(c) THE CROSS-VEINS 

(i.) The areas of the wings between the longitudinal veins traversed 
by an irregular network of veins. 

(2.) With numerous regular cross-veins. 

(3.) With the cross-veins greatly reduced in ntimber. 
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(d) THE LONGITUDINAL VEINS 

(i.) The number and branching of the longitudinal veins as repre- 
sented in the hypothetical primitive type of Comstock and Needham, with 
the addition, near the margin of the wing, of accessory veins, which were 
inconstant in number and position. 

From this primitive type of wing-venation three quite distinct lines of 
specialization arose, as indicated imder 2, 3, and 4, below. 

(2.) The number of the wing-veins increased by the addition of 
accessory veins. 

(3.) The nimiber of the wing-veins increased by the addition of inter- 
calary veins. 

(4.) The number of the wing-veins reduced by the coalescence of veins, 
and also, in many cases, by the atrophy of veins. 

Note. — In some cases the method of specialization of the anal area of 
the wings is qtiite different from that of the preanal area. Thus, in the 
series of orders in which the characteristic method of specialization of the 
preanal area is by a reduction in the number of veins there are forms in 
which the anal area is expanded and the ntunber of veins is increased. 

TABLE OP THE METHODS OP SPECIALIZATION OP THE WINGS CHARACTERISTIC 
OP THE ORDERS OP INSECTS 

This table is merely the result of an effort to indicate the more striking 
of the methods of specialization of the wings characteristic of each of the 
orders of insects. It is not a key for determining the orders of insects. It 
is not available for this purpose; because, in many cases, the wings of an 
insect do not show the tjrpe of specialization characteristic of the order to 
which the insect belongs. Thus, for example, while the most characteristic 
modification of the courses of the wing-veins in the Diptera and Hymenop- 
tera is due to the coalescence of veins proceeding from the margin of the 
wing towards the base of the wing, there is no indication of this type of 
coalescence of veins in some of the nematocerous Diptera. 

A. Wings specialized by the development of supemtunerary veins in the 
preanal area. 
B. Supemimaerary veins of the accessory type, 
C. Wings developed externally. ' 

D. Wings retained throughout life. Wings without a striking 
contrast in the thickness of the veins of the anterior part of the 

wing and those of the middle portion Orthoptera 

DD. Wings deciduous, there being near the base of each wing a 
transverse suture along which the wing is broken off after the 
swarming flight. Wings with the veins of the anterior part of the 
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wing greatly thickened and those of the middle portion reduced 

to narrow lines Isoptera 

CC. Wings developed internally Neuroptera 

BB. Supernumerary veins of the intercalary type. 
C. Flight-function cephalized; the hind wings being greatly reduced 

in size Ephemerida 

CC. Flight-function not cephalized; the hind wings as large as or 

larger than the fore wings Odonata 

AA. Wings specialized by a reduction in the nimiber of veins in the 
preanal area. 
B. Wings developed externally. 
C. The two pairs of wings similar in texture. 

D. With the tendency to develop accessory veins retained. 

Plecoptera 
DD. With the tendency to develop accessory veins in the preanal 
area lost. 
E. With the courses of some of the longitudinal veins modified so . 

that they function as cross-veins Co^dentia L ^ 

EE. The transverse bracing of the wing attained in tne usual 
way. 

F. The veins of the wing bordered with dark bands. Embiidina 
FF. The veins of the wing not bordered with dark bands. 
G. Wings long and narrow, supplemented by a wide fringe 

of hairs Thysanoptera 

GG. Wings not greatly narrowed and not supplemented by 

a wide fringe of hairs Homoptera 

CC. The front wings more or less thickened. 
D. The front wings not greatly reduced in length as compared with 
the hind wings. 

E. The front wings thickened throughout Homoptera 

EE. The front wings thickened at the base, the terminal portion 

membranous Heteroptera 

DD. The front wings greatly reduced in length .... Dermaptera 
BB. Wings developed internally. 
C. Fore wings greatly thickened. 
D. Fore wings modified so as to serve as covers of the posterior 

wings COLEOPTERA 

DD. Fore wings reduced to slender, leathery, club-shaped appen- 
dages Strepsiptera 

CC. The two pairs of wings similar in textiu-e. 

D. With the tendency to develop accessory veins retained. 

Mecoptera 
DD. With the tendency to develop accessory veins lost. 
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E. The most characteristic method of reduction of the wing-veins 
of the preanal area being by coalescence outward. 
F. Anal veins of the fore wings tending to coalesce at the tip. 

Wings usually clothed with hairs Trichoptbra 

FF. Anal veins of the fore wings not tending to coalesce at the 
tip. Wings clothed with scales LEPmoPTERA 

EE. The most characteristic method of reduction of the wing- 
veins of the preanal area being by coalescence from the margin 
of the wing inward. 

F. With only one pair of wings Diptora 

FF. With two pairs of wings Hymenoptera 

LIST OF orders 

Orthoptera Heteroptera 

Isoptera Dermaptera 

Neuroptera Coleoptera 

Ephemerida Strepsiptera 

Odonata Mecoptera 

Plecoptera Trichoptera 

Corrodentia Lepidoptera 

Embiidina Diptfera 

Thjrsanoptera Hymenoptera 
Homoptera 
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CHAPTER VII 
THE WINGS OF THE ORTHOPTERA 

(a) THB MORE GENERAL FEATURES OP THE WINGS OF THE ORTHOPTERA 

The two pairs of wings of the Orthoptera differ in structure. The front 
wings are leathery or parchment-like, forming covers for the more delicate 
hind wings. These wing-covers have received the special name iegmina. 
The t^mina usually overlap, at least at the tips, when at rest. The hind 
wings are thinner than the tegmina and usually have a broadly expanded 
anal area, which is folded in plaits like a fan when at rest. Many Orthop- 
tera have vestigial wings, and many are wingless. In the males of the 
saltatorial Orthoptera, the Acridiidae, Locustidae, and Gryllidae, musical 
organs have been formed by modifications of certain parts of the wings. 

Correlated with the modification of the fore wings into tegmina there 
are striking modifications of the shape of these organs and of the venation 
of the costo-subcostal area. The costal margin of the wing is usually more 
strongly convex than it is in insects in which the front wings are more 
eflScient organs of flight ; and the costal vein is either greatly reduced or not 
at all developed. In fact, the part played by the costal vein in the forma- 
tion of the fore wings of the Orthoptera is problematic. 

The subcostal vein, on the other hand, is usually well-developed, and 
usually gives off many branches that extend to the costal margin of the 
wing. In many cases, one of these branches is larger than the others and 
arises near the base of the wing. This is regarded by some writers as the 
costa. If this view is correct the costa in these cases is distant from the 
margin of the wing ; and it, like the subcosta, often gives off branches which 
extend to the margin of the wing. For data bearing on this point see the 
figures illustrating the tracheation of the wings of nymphs given later. 

As some recent writers place the Blattidae and the saltatorial Orthoptera 
in separate orders, I discuss the venation of the wings of these two groups 
separately. I have not studied the development of the wiAgs of any of the 
Mantidae or of the Phasmidae, hence a discussion of the wings of these two 
families is omitted. It is not probable, however, that these will present 
serious difficulties. 

(6) the wings of the BLATTlDiE 

The tracheation of the wings. — ^The tracheation of the wings of nymphs 
of cockroaches was studied by Comstock and Needham. As but little 
additional data on this subject has been published, the present account is 
based chiefly on the facts determined by us jointly. 

(123) ' 
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THE WINGS OF ORTHOPTERA 



The basal connections of the wing trachecB. — It was found that in regard 
to the basal connections of the wing tracheae two qtiite different conditions 
exist within this family. In some cockroaches (Fig. 1 16) a basal transverse 




Fig. 1 1 6. — Fore wing of a nymph of a cockroach. (After C. & N.). 

trachea has not been developed; in these the medial trachea is a member 
of the costo-radial group. In other cockroaches (Fig. 117), there is a well- 
developed basal transverse trachea and the base of the medial trachea is far 
advanced in its migration towards the cubito-anal group of tracheae. As 
the significance of these facts is discussed in an earlier chapter (see p. 17), I 
will not dwell upon them here. 

The costal trachea. — ^As yet very little data is available regarding the 
costal trachea of cockroaches. In the wing represented by Figure 116, 
there was a trachea in the himieral angle of the wing which may be the 
costal trachea. But, although we labeled it as such, I do not feel sure that 
this conclusion is correct, for this trachea may be merely a branch of the 
subcostal trachea. In the wings represented by Figure 117 no costal 
trachea was foimd. 

It is desirable that further studies should be made regarding the identity 
of the costal trachea in this family and in the Mantidae as well. This is 
especially important because Handlirsch Co6-*o8) has proposed the estab- 
lishment of distinct orders for these two families, the Blattoidea and the 
Mantoidea, and has placed these orders with several other orders of insects 
in a subclass of the Class Pterygogenea, the Blattaeformia, distinct from the 
subclass Orthopteroidea, in which the other families of the Orthoptera and 
certain other orders of insects are placed; and in his characterizations of 
the orders placed in the Blattaeformia, he states that the costa is marginal, 
and in the characterizations of the orders placed in the Orthopteroidea, he 
states that the costa is distant from the costal margin of the wing. It is 
obviously important to determine whether this distinction exists or not. 
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The subcostal trachea. — ^The subcostal trachea is well-developed; but 
it is short, extending but little if at all beyond the middle of the length of 
the wing. Its main stem is distant from the margin of the wing; but it 
usually gives off numerous branches, which are more or less forked, 
towards the margin of the wing. 

The radial trachea. — ^The radial trachea is well-developed and, like the 
subcostal trachea, gives off ntunerous branches which extend towards the 
costal margin of the wing. The radial sector, however, is greatly reduced. 

The medial trachea. — ^The medial trachea is not greatly branched and is 
sometimes reduced to an unbranched condition. 

The cubital trachea. — ^The cubital trachea is either with or without acces- 
sory branches. In the fore wings of the forms studied, trachea Cui bore 
many branches. 

The anal trachecB. — ^Trachea ist A is simple in all Orthoptera studied; 
it often coalesces at the base with the cubital trachea for a greater or less 




Fig. 117. — ^Wings of a nymph of a cockroach (After C. & N.). 

distance. The second and third anal tracheae are represented by a single 
stout stem which is divided into many branches. 

The venation of the wings. — ^The data given above regarding the 
tracheation of the wings of nymphs furnish material for determining the 
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homolc^es of the wing-veins of adults. The principal veins are easily 
recognized except the costa, which is either greatly reduced or is entirely 
lacking. But the general appearance of the wings of recent cockroaches is 




/si A 
Fig. 1 1 8. — ^Right fore wing of Phyllodroma germanica. 

very different from that of the hypothetical primitive type. In fact, 
although cockroaches are in many respects very generalized insects, the 
structure of their wings has been greatly modified in the course of the 
evolution of the family. There has been an extensive development of 
accessory veins, a great reduction of the radial sector, and a modification of 
the branching of the media, or the reduction of this vein to an unbranched 
condition. 

The venation of the wings of certain modem cockroaches does not differ 
so much from the hyxx)thetical primitive type as does that of the wings 
figured above. For example, the fore wings of Phyllodroma germanica, 
commonly known in the United States as the croton bug, present a much 
more generalized condition. Figures ii8 and 119 represent the venation 
of the two tegmina of the same individual. 

The radial sector in the right tegiHen of this insect (Fig. 118) is nearly 
typical; veins Rj and Ra coalesce nearly to the margin of the wing, but 




Pig. 1 19. — Left fore wing of Phyllodroma germanica. 

thdr tips are still distinct; veins R* and Rs coalesce throughout. In the 
left tegmen (Fig. 119), the radial sector is reduced to an tmbranched 
condition. 

The media is foiu* branched in the right tegmen (Fig. 118), but the 
branching is not quite typical. Spuler ('92) figures the right wings of this 
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Species; in the fore wing as figured by this author the media is completely 
typical. In the left tegmen figured here (Fig. 119) media is three branched ; 
it appears that veins Ma and M4 coalesce to the margin of the wing, other- 
wise the arrangement is tjrpical. 

The cubitus bears one accessory vein in the right tegmen (Fig. 118), and 
two in the left (Fig. 1 19). 

(c) THE WINGS OP THE SALTATORIAL ORTHOPTERA 

Although the discussion of the wings of the saltatorial Orthoptera is 
here separated from that of the wings of the Blattidae, for the reason given 
on an earher page, I am unable to point out any distinguishing characteris- 
tic between the wings of the two groups. The only attempt that has been 
made to do this is the statement by Handlirsch that the costa is marginal 
in the Blattidae and distant from the margin of the wing in the saltatorial 




Fig. 120. — Hind wing of a nymph of Xiphidium (After C. & N.). 

Orthoptera; but I r^ard the evidence supporting this view as far from 
being conclusive. 

The tracheation of the wings. — ^The development of wings of saltatorial 
Orthoptera was studied by Comstock and Nefedham ; as very little has been 
published on this subject since the appearance of our paper, the following 
account is based on the data obtained by us jointly.* 

The basal connections of the wing trachecs, — In all of the saltatorial 
Orthoptera studied by us a transverse basal trachea was foimd. But in 
the hind wing of a nymph of Xiphidium (Fig. 1 20) this trachea was greatly 
reduced. That this trachea is vestigial and not rudimentary is evident 
from the fact that the base of the medial trachea has completed its migra- 
tion towards the cubito-anal group of tracheae and coalesces with the cubital 
trachea for a short distance. The transverse basal trachea has served its 
purpose in making possible this migration of the base of the medial trachea, 
and, like an abandoned road, is disappearing from view. 

•Hancock (*02) has discussed the tracheation of the wings of the Tettigidae and gives 
several figures of the wings in which the trachese are represented. 
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The costal trachea. — ^The data regarding the costal trachea in the salta- 
torial Orthoptera is as inconclusive as is that regarding the costal trachea in 
the Blattidae. In none of the Orthoptera that we examined was a distinct 
separate costal trachea found. Frequently, as in the acridid nymph (Fig. 
i2i) and in that of Conocephalus (Fig. 122), there is a prominent branch of 
the subcostal trachea of the fore wing that simulates a costal trachea; but a 
study of a series of forms led us to believe that this is merely an overgrown 




Fig. 121. — Wings of an acridid nymph (After C. & N.). 

branch of the subcostal trachea; in the hind wing of Conocephalus (Fig. 
122) there are two such branches. 

Handlirsch (*o6-'o8) copies this figure of the tracheation of the wings 
of Conocephalus and labels this prominent branch of the subcostal trachea 
in the fore wing as the costal trachea; and he labels the corresponding vein 
in an adult wing the costa. This is probably the basis for his conclusion 
that in the saltatorial Orthoptera the costa is remote from the margin of 
the wing. 

The subcostal trachea. — In the forms studied the subcostal trachea was 
well-developed and in some of them extended nearly to the tip of the wing 
(Fig. 121 and 122). In some cases it gives off many branches towards the 
margin of the wing (Fig. 122) ; in others it is nearly or quite simple (Fig. 
123), but in no case is there a division into two branches that clearly corre- 
spond to the Sci and Sc2 of the hypothetical primitive wing. 
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The radial trachea. — ^There is a great variation in the size of the main 
trunk of the radial trachea; in Conocephalus (Fig. 122), it corresponds in 




Fig. 122. — ^Wings of a nymph of Canocephalus (After C. & N.). 

size with the other principal tracheae; but in the fore wing of Oecanthus 
(Fig. 124) it is the least developed of the principal veins. In all cases the 
radial sector is greatly reduced; and in some, the radius is imbranched. 
The medial trachea. — In most cases the medial trachea has become a 
member of the cubito-anal group of tracheae, but in the hind wing of 
Oecanthus (Fig. 1 24) it arises from the transverse basal trachea only a sUghtly 
nearer to the cubital trachea than to the radial. The t3rpical branching of 
this trachea is not preserved in any of the forms studied. 




Pig. 123. — Hind wing of a nymph of Scudderia. Dotted lines indicate 
adult venation m part (After C. & N.). 

The cubital trachea. — Great variations exist in the development of the 
cubital trachea even within the limits of a single family. In the acridid 



Digitized by 



Google 



130 



THE WINGS OF ORTHOPTERA 



nymph (Fig. 121) it is reduced t» a nearly simple condition; in the hind 
wings of Conocephaliis (Fig. 122) and in the hind wings of Scudderia (Fig. 

^ — ^ 




Pig. 124. — ^Wings of a female nymph of OecatUhus (After C. & N.). 

123) it is typical in form; in other cases accessory tracheae have been 
developed upon trachea Cui. 

The anal trachecs. — ^Trachea ist A is always unbranched; it often 
coalesces at the base with the cubital trachea. The second and third anal 
tracheae are represented by a single stout stem, which is slightly branched 
in the fore wings, but which bears many branches in the hind wings; this 




Fig. 125. — ^Fore wing of a male nymph of OecatUhus (After C. & N.). 

condition is correlated with the reduction of the anal area of the fore wings 
and the greatly expanded anal area of the hind wings. 
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The tracheation of the musical organs, — In the males of the Locustidae 
(Fig. 122) and of the Gryllidae (Fig. 125) the formation of a musical organ 
has been attained by a modification of the cubital and anal areas of the 
front wings. An extreme case of this is furnished by the male of OecanthtCs 
(Fig. 125). The principal vibrating area of the wing Hes between the 
branches of the cubitus, which diverge widely in this sex. 

Although the wings of the two sexes of Oecanihus present a very diflEerent 
appearance, there is really a very dose correspondence in the tracheation, 
and consequently in the venation, of the two, as can be seen by comparing 
the lettering of Figures 124 and 125. 

The anal furrow. — ^A study of the musical organs of adult Orthoptera 
throws light on the nature of the anal furrow. In the female this furrow 
lies between the cubitus and the first anal vein; but in the males of the 
Locustidae and Gryllidae the anal furrow crosses bein Cuj. It is evident, 
therefore, that this furrow is merely a fold in the adult wing, and that its 
position is variable. It will be shown later that in the Heteroptera, when 
an anal furrow is developed, it is in front of the cubitus, instead of in the 
more usual position between the cubitus and the first anal vein. 

The venation of the wings. — It does not seem worth while to give a 
detailed discussion of the venation of the wings, as the data given above 
r^[arding the tracheation of the wings of nymphs fimiish material for 
determining the homologies of the wing-veins of adults. There are, how- 
ever, some features of the venation of the wings that merit attention. 

The cross-veins, — ^Although well-developed cross-veins are present in the 
wings of the Orthoptera, it is an interesting fact that in a considerable part 
of the wings the spaces between the principal veins are traversed by an 
irregular network of veins resembUng those of the more generalized Palaeo- 
dictyoptera. In this respect the Orthoptera (including the Blattidae) is 
the most generalized of the orders of recent insects. 

The venation of the anal area of the hind wings, — In many of the salta- 
torial Orthoptera the anal area of the hind wings bears a striking resem- 
blance to the wings of the Ephemerida, there being a regular alternation of 
convex and concave veins. In these cases the concave veins are evidently 
a later development than the convex veins. The increase in the ntunber of 
the branches of the anal tracheae takes place at the caudal end of the series, 
and about each added trachea a convex vein is developed. It is only after 
the space between two of the convex veins becomes wid^ enough to admit 
of a fold in the wing that a concave vein is developed, and this development 
takes place in the same manner as in the Ephemerida; the convex veins 
being of the accessory tjrpe, and the concave veins, of the intercalary type. 

In some cases, as in the hind wings of Scudderia (Fig. 123), a tertiary 
set of anal veins is developed; these extend only a short distance from the 
margin of the wing, and increase the resemblance of this area to an 
ephemerid wing. 
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CHAPTER VIII 
THE WINGS OF THE ISOPTERA 

(a) THE MORE GENERAL FEATURES OF THE WINGS OF THE ISOPTERA 

In these social insects, in which each species consists of several castes, 
only the sexual forms are winged. These have four, long, narrow wings, 
which are somewhat leathery in structure, and which are furnished with 
numerous veins. The wings are large, extending far beyond the end of the 
abdomen, when folded upon it, as they are when at rest. Except in a single 




Fig. 126. — Wings of Termopsis angusticoUis, 

genus, the two pairs of wings are similar in form and in the more general 
features of their venation (Fig. 126). In the Australian genus Mastotennes 
(Fig. 127) the hind wings differ from the fore wings in having a broadly 
expanded anal area. The veins of the anterior part of the wing are greatly 
thickened and those of the middle portion reduced to indistinct bands or to 
narrow lines. Regular cross-veins are lacking, the membrane of the wing 
being strengthened by an irregular network of slightly chitinized wrinkles. 
Sometimes in narrow spaces, these wrinkles are transverse and resemble 
cross-veins more or less. This is the case in the sub-costo radial area of the 
wings of Mastotermes (Fig. 129). 

(132) 
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The wings are deciduous, being shed after the swarming flight. The 
shedding of the wings is faciUtated by the presence in each wing, except in 
the hind wings of certain genera, of a curved transverse suture near the 
base of the wing, which may be termed the humeral suture (Fig. 128, hs). 
In the more generalized members of the order, this sutiu*e is present only 
in the fore wings; but in the more speciaUzed genera it exists in the hind 
wings as well. 

That portion of the wing that is between the htmieral sutiure and the 
body, and which remains attached to the body throughout life is more 
densely chitinized than the remainder of the wing. This part of the wing 




Fig. 127.^ — Mastotermes darwiniensis, adult male 
(After Froggatt '13). 

is termed the scale by most writers on the Isoptera; 
Froggatt calls it the scapular shield, which is a 
much more distinctive term. 

The scapular shield is traversed by the median 
furrow (Fig. 128, m}) and the anal furrow (Fig. 
128, F). The position of the anal furrow indi- 
cates how greatly the anal area of the wing is 
reduced in the fore wings; in the hind wings the extent of the anal area 
varies in different genera, as is shown later. 

The termite type of wing is a distinctively characteristic one and was 
evidently evolved very early. This is shown by the absence of regular 
cross-veins. It is obvious that the termites branched off from the insect 
stem before regular cross-veins were evolved; and it is an interesting fact 
that the tendency to develop regular cross- veins has not arisen in this order; 
instead of this there is a reduction in the chitinization of the irregular net- 
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work and an increase in the wrinkling of the wing in the more specialized 
genera; this is well shown in the wings of Leucotemtes. Other distinctive 
features of the termite type of wing are the provision made for the shedding 
of the wings after the swarming flight, a strengthening of the anterior por- 
tion of the wing, the development of a group of prominent accessory veins 
on cubitus near the base of the wing, the reduction of the veins in the inter- 




Fig. 128. — Base of a fore wing of Mastotermes darwiniensis, showing the 
wing- tracheae and the following: hs^ humeral suture; F, anal 
furrow; mf^ median furrow; P, posterior lobe of the wing. 

mediate region to mere lines, and the position of the principal forks of 
radius near the base of the wing. 

The evidence presented by the wings indicates that the termites con- 
stitute a highly specialized and very distinct order of insects one that was 
evolved early and one that has progressed far in its peculiar methods of 
specialization of the wings 

The view that they are highly specialized insects is supported by the 
fact that they have attained a social mode of life, with the correlated 
separation of the species into numerous castes and the development of 
remarkable instincts. 
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(6) THE TRACHEATION AND THE VENATION OP THE WINGS OP THE 

ISOPTERA 

There are two very characteristic features of the venation of the wings 
of termites, an understanding of which facilitates the determination of the 
homologies of the wing-veins: first, the great reduction of the anal area, 
except in the hind wings of Mastotermes; second, the division of the radius 
into veins Ri and R^ and the division of the radial sector into veins Rj+a 
and R4+6 in an unusual position, that is very near the base of the wing. 
This is very clearly shown by the tracheation of the fore wing of Masto- 
termes described later. 

The typical venation of the wings of the Isoptera and the chief ways in 
which this type is modified can be well-shown by a study of a series of repre- 
sentatives of the order consisting of Mastotermes, the most generalized 
member of the order, Termopsis, a slightly specialized form, and Leuco- 
ermes one of the more highly speciaUzed forms. 

Comparatively little attention has been given to the study of the 
tracheation of the wings of members of this order as an aid to the determina- 
tion of the homologies of the wing-veins. Professor Needham and I 
secured nymphs of two of the three genera that occur in the United States 
and photographed the tracheation of their wings; but as this material did 
not enable us to determine satisfactorily the homologies of the wing-veins, 
no accoimt of these wings was included in our series of articles. The figures 
of the tracheation of the wings of Termopsis and of Leticotermes in later 
paragraphs were made from photographs that we took jointly; and during 
the preparation of this chapter we have reviewed the subject, having' 
obtained many living nymphs of Termopsis from California and of 
Leucotermes from Florida. The only pubUshed figure of the tracheation of 
a termite wing is that of Holmgren ('11), who sketches the tracheae in the 
base of a fore wing of an adult Mastotermes darwiniensis. 

The tracheatian and the venation of the wings of Mastotermes dar- 
wniien^. — Several authors, notable Desneux Co4a and '04b), Silvestri 
('09), Holmgren ('11), and Rosen C13), have published descriptions and 
figures of the wings of this insect, the most generalized of all Uving termites 
known. 

There is no difiiculty in recognizing the homologies of the wing-veins 
excepting those near the costal margin of the wing, i. e. those that lie in 
front of the media. Here there is considerable difficulty, which is due to the 
fact that there are variations in the venation and in the tracheation of this 
part of the wing. Not only do different individuals vary, but the wings of 
the two sides of the same individual may differ. This is true of the branch- 
ing of the principal tracheae, which can be seen in the adult wing with com- 
parative ease, as well as of the venation. 
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The descriptions by Desneux of this part of the wing are incomplete; 
that of Silvestri is obviously incorrect, as he designates a vein that lies a 
considerable distance from the costal margin of the wing as the costa; 
Holmgren, whose accoimt is the most complete, has been misled, I believe, 
by an aberration in the tracheation of the wing studied by him, which led 
him to believe that vein Ri, which he terms "radius," is represented by 
two veins. 

Recently, through the kindness of Mr. Walter W. Proggatt, who first 
described this remarkable insect, I have received a specimen of it. In the 
fore wings of this individual the tracheae are clearly visible, and in the right 
wing the arrangement of the principal branches closely resembles that of 
the hypothetical tjrpe. Figure 128 represents the base of this wing; the 
entire wing is figured later. Great care has been taken to represent 
accurately the courses of the tracheae in that part of the wing figured here, 
the figure being based on a photomicrograph. 

In the left wing of this individual the branching of the tracheae is some- 
what different. It seems to me that the tracheation of the right wing 
should be regarded as typical, as it corresponds closely to that of the 
hypothetical primitive type, and that of the left wing as aberrant. 

Regarding the identity of the radial trachea (Fig. 128, R) there can be 
no doubt ; its position and manner of branching are typical, except that the 
branching takes place tmusually near the base of the wing. Trachea Ri 
branches off from trachea R near the end of the first third of the length of 
the scapular shield. A short distance beyond the point where trachea Ri 
separates from trachea R, the trachea of the radial sector divides; the 
branch Rj+s is much smaller than the branch R4+6. Trachea R«+i 
divides a short distance beyond its point of origin, near the middle of the 
length of the scapular shield, one branch extending into vein R2 and the 
other into vein Ra. Trachea R4+6 passes into vein R4+6, which first 
divides beyond the end of the scapular shield. 

Immediately in front of the radial trachea is the subcostal trachea (Fig. 
128, Sc). This enters the wing separate from the radial trachea, but the 
two tracheae extend closely parallel in the first third of the length of the 
scapular shield; the subcostal trachea then extends obliquely toyrards the 
costal margin of the wing; near the beginning of the last third of the 
length of the scapular shield, the subcostal trachea forks, trachea Soi enters 
vein Sc2, which is a well-developed vein. Vein Sci is very indistinct. 

The costal margin of the wing is not greatly thickened and no costal 
trachea is visible in this specimen. 

The medial trachea (Fig. 128, m) enters the wing separately; it is 
closely parallel with the radial trachea in the basal part of the scapular 
shield; it crosses the median furrow and enters the strong media near the 
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beginning of the last third of the length of the scapular shield; this vein 
passes from the shield tinbranched. 

The cubital trachea (Fig. 128, Cu) is first visible at the point where the 
anal furrow and the median furrow separate, the basal part of it being 
concealed by the dark color of that part of the scapular shield that it 
traverses ; it extends nearly parallel with the medial trachea. Between the 
main trunk of the cubitus and the anal furrow there is a network of irregular 
veins, but I can not discover any tracheae in them. 

In the anal area there are no distinct veins, but merely an irregular net- 
work of cuticular thickenings. In this area, there are, in the specimen 




J^ 



Fig. 129. — ^Wings of Mastotermes darwiniensis, 

figured, two tracheae (Fig. 128, A, A), which are visible in only a part of 
their extent, and which do not appear to bear any relation to the cuticular 
thickenings of this area of the wing. 

In the left wing of the individual, the base of the right wing of which is 
figured and described above, trachea R2+8 is not divided, and trachea Sc2 
enters the vein that appears to correspond to vein Ri of the right side. 

In the fore wings of Mastotermes there is a posterior lobe of the wing 
(Fig. 128, P); this is termed by Holmgren the postanalfield. 

Figure 129 represents the entire wings of Mastotermes darwiniensis. In 
the case of the fore wing, there may be noted, in addition to the features 
shown in Figure 128, the marked difference in the strength of the veins of 
the anterior part of the wing and those of the middle portion, the presence 
of several strong accessory veins borne by cubitus near the base of the wing, 
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and the presence of a network of irregtdar, slightly chitinized wrinkles, 
indicated by dotted lines. 

In determining the homologies of the hind wings it is well to begin with 
the cubitus, which can be easily recognized by the group of promin^it 




Fig. 130. — The tracheation of a fore wing of a nymph of 
Termopsis anguslicoUis. 

accessory veins near its base; this group of prominent accessory veins 
borne by cubitus in both fore and hind wings is one of the most characteris- 
tic features of the wings of termites. Immediately in front of cubitus is the 
media, which coalesces with vein R4+5 at its base. In front of vein R4-H 
are two veins; that one of these two which is nearest the costal margin of 
the wing I believe to be the subcosta and the other, vein R2+S. I am led 
to this conclusion by the fact that the hind wing of Termopsis angusticollis 
closely resembles Mastotermes in this region of the wing, and by studies of 
the tracheation of the wings of Termopsis I have been able to determine the 
homologies of these veins. 

Back of the cubitus lies the first anal vein. This is simple for the 
greater part of its length, but is forked near the margin of the wing. The 
basal part of the first anal vein is very weak, its place having been taken by 
an anal furrow. The second and third anal veins are much branched, and 
between them is an axillary furrow. 

The tracheation and the venation of the wings of Termopsis angusti- 
collis. — An imderstanding of the tracheation of the fore wings of MastO' 
termes, illustrated above, renders easy the interpretation of the tracheation 
of a fore wing of Termopsis angusticollis, which is represented by Figure 130. 

In this wing no costal trachea was found. The subcostal trachea is 
short, and enters the wing distinct from the radial trachea; only a short 
vestige of trachea Sci remains. The radial trachea resembles quite closely, 
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that of Mastotermes in the arrangement of its principal branches, except 
that trachea R1+3 is not divided. Trachea Ri separates from trachea R at 
the base of the wing; the first forking of the radial sector trachea takes 
place very dose to the point where it separates from trachea Ri, as is the 
case in Mastotermes, and the anterior branch of this trachea, trachea R2+8 
is much weaker than the posterior branch;- it is not divided, and extends a 
little more than half the length of the wing. I have been unable to deter- 
mine whether tracheae R2 and R« coalesce or whether one of them has 
atrophied. In either case the single trachea that remains represents the 
anterior division of the radial sector trachea and may be designated as 
trachea R^+s provisionally. The posterior branch of the radial sector 
trachea, trachea R4+6, is the largest trachea in the wing; it gives off seven 
parallel branches from its anterior side and several irregular branches from 
its posterior side. The medial trachea is large ; it gives off several irregular 
branches from its anterior side and five prominent parallel branches from 
its posterior side. The cubital trachea is six branched. 

It is evident that in Termopsis, as in Mastotermes, the most important 
part of the radius is vein R4+5; it is the branches of this vein that support 
the larger part of the radial area of the wing. All of the tracheae in front of 
trachea R4+5 are comparatively weak, suggesting the approaching loss of 




Fig. 131. — ^Wings of Termopsis angusticoUis. 

the veins that they represent, and it is probable that where the radius is 
represented by a single vein, as is the case in the more specialized genera, 
this vein is vein R4+5. 
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The wings of different adult individuals of this species differ greatly in 
the number and arrangement of the veins of the subcosto-radial area of the 
wing. In the fore wing represented in Figure 131, there are only three 
distinct veins in front of vein R4+6. This condition corresponds with the 
tracheation of the wing of a nymph represented by Figure 130; and conse- 
quently these veins are designated as veins Sc2, Ri, and R2+8 respec- 
tively. 

In some individuals, however, there is no reduction in the number of the 
veins in this part of the wing. Figure 132 represents the base of a fore 
wing of this species in which all of the veins of the subcosto-radial area are 
preserved. 

Holmgren (*ii) figures the base of a fore wing of this species in which 
there are only four veins crossing the humeral suture in front of media. 

This condition corres- 
ponds with the trach- 
eation of a wing of a 
nymph represented in 
Figure 130 ; and I believe 
that the veins in the indi- 
vidual figured by Holm- 
gren should be identified 
as are the tracheae in 
Figure 130. Holmgren 
recognizes a subcosta, a 
double "radius" (t.e.Ri), 
and a radial sector, which 
is my R4+6. The differ- 
ences between our inter- 
pretations of the homo- 
logies of these veins is 
doubtless due to his con- 
clusion that in Mastotermes vein Ri is represented by two distinct parallel 
veins, a conclusion that is based on what I regard as an instance of aberrant 
tracheation as stated above. 

The hind wing of the Termopsis angusticolUs figtired here (Fig. 131) 
differs from the fore wing in that there are only two distinct veins between 
vein R4+6 and the thickened costal margin. 

An examination of the tracheation of many hind wings of this species 
convinces me that these two veins are vein Sc2 and vein R2+3. The sub- 
costal trachea is unmistakable, as it enters the wing distinct from the radial 
trachea; trachea Sci is usually merely a short branch, while trachea Sci is 
well developed. In a few specimens there is a small vestige of trachea Ri, 
but in all trachea R2+3 is well developed. 




-Base of a^fore wing of Termopsis 
anguslicoUis. 
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In the hind wing the base of media coalesces with vein R4+B, while in 
the fore wing it coalesces with the cubitus. 

In the hind wing much more of the anal area is preserved than in the fore 
wing. To imderstand this area of this wing the corresponding area of the 
hind wing of Mastotermes 

should be studied. In ^^.^a^^^^^^iMMiifll^^^BIBHHft.Sra 
Termopsis the anal furrow 
is quite distinct (Fig. 133, 
F), but there is no trace 
of the first anal vein. 
The second anal vein, 
however, is well pre- 
served. The basal part 
of the anal area, that part 
behind the anal furrow, 
is considerably thick- 
ened, and the second anal 
vein appears to arise from 
this thickened part of the 
wing. The third anal vein is wanting, and there is no axillary furrow. 
In comparing the hind wing of Termopsis with that of Mastotermes one 
receives the impression that in the making of the Termopsis wing that part 
of a primitive termite wing back of the axillary furrow was cut away. 

The thickened portion of the anal area of the hind wing that lies behind 
the anal furrow is divided by a transverse sutiu-e which is probably the 
b^inning of a humeral suture (Fig. 133, hs). 

The tracheation and the venation of the wings of Leucotermes flavipes. 
— In this species the venation of the wings is greatly reduced. In the 
costo-radial part of the wing the reduction is in the number of the veins; 




Fig. 133. — Base of a hind wing of Termopsis 
angusticollis. 




Fig. 134. — ^A hind wing of Leucotermes flavipes. Only the detached 
portion is shown. 

but in other parts of the wing the reduction is in the amount of their 
chitinization (Fig. 134). The wing figured is a hind wing, which differs 
from the fore wing in that media coalesces with radius at the base, while in 
the fore wing media is free where it crosses the himieral suture. 
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Fig. 135. — The tracheation of a wing of 
Leucotermes flavipes. 



The costal margin of the wing is greatly thickened. It probably is 
formed by the coalesced costa and subcosta and may also include vein 

R2+S; as there is avalable no 
means of determining its con- 
stitution, it seems better to refer 
to it as the costal margin of the 
wing than to attempt to indi- 
cate the veins of which it is com- 
posed. 

The strong vein parallel 
with the costal margin is jjrob- 
ably vein R4+6, as it appears to 
correspond with this vein in Mastotermes and in Termopsis, 

The media is unbranched. The cubittis bears several branches of 
which those near the base of the wing are quite prominent. The cubital 
area occupies about one-half of the area of the wing. There are no anal 
veins in the detached portion of the wing; the anal area being restricted to 
the scapular shield in the hind wing as well as in the fore wing. 

The wrinkling of the wing characteristic of termites, is here carried to 
an extreme extent. Back of vein R4+6, which is very strongly chitinized, 
the veins are little more than wrinkles; and between the veins there are 
very many smaller wrinkles. 

Figure 135 represents the tracheation of a wing of a nymph of Leuco- 
tertnes fiamp€s. Only three tracheae are preserved in this wing; these are 
those that precede veins R4+», 
M, and Cu. 

The tracheation of the 
wings of a njrmph of an 
unknown species of Leuco- 
termes. — ^Among the photo- 
graphs taken by Dr. Needham 
and myself are two, represent- 
ing the tracheation of a fore 
wingandofahindwingrespec- 
tively of the same individtial. 
These wings differ from those 
of Leucotertnes flampes in that 
the medial tracheae is four- 
branched in the fore wing 
and three-branched in the 

hind wing, while the cubital trachea gives off only some small tracheal 
twigs (Fig. 136). This termite was collected at Ithaca, and as Leucotertnes 
flavipes is supposed to be the only termite found in the Northeastern 




Fig. 136. — The tracheation of the wings of a 
n3miph of Leucotertnes, 
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States, it may be that this is merely an instance of variation; but if so it is 
a remarkable one. 

In these wings and in those of Leucotermes flampes the loss of tracheae has 
proceeded to a greater extent than in Termopsis. In fact the three genera 
illtistrated here form a good series showing the direction of specialization 
as regards the wing tracheae in this order. In Mastotermes, the costal 
trachea is the only one lost in the preanal area; in Termopsis ^ the costal 
trachea is lost, the subcostal tracheae is reduced to a nearly unbranched 
condition, and trachea Ri+a is represented by a single trachea; in Leuco- 
termes both the costal and the subcostal tracheae are lost, and the radial 
trachea is reduced to an unbranched condition. 

RESUME 

The series of wings described in this chapter show the following steps 
in specialization: 

Common features, — In all of the wings examined there is an absence of 
regular cross-veins, the membrane of the wing being stiffened by an 
irregular network of slightly chitinized wrinkles; the veins in the anterior 
part of the wing are greatly thickened, those in the intermediate region are 
reduced to thin lines, and there is a group of wide accessory veins borne by 
cubitus near the base of the wing. 

Humeral suture, — In Mastotermes darwiniensis, the most generalized 
of the living termites known, a complete humeral suture has been developed 
in the fore wings, but in the hind wing this suture is lacking. In Termopsis 
there is a complete humeral suture in the fore wing, as in Mastotermes, and 
in the hind wing the anal area is crossed by a suture that appears to be the 
b^inning of a humeral suture. In Leucotermes there is a complete htmieral 
suture in the hind wings as well as in the fore wings. 

The subcosto^adial veins of the fore wings, — In Mastotermes the veins 
■ Sci, Sci, Ri, R2, R«, R4, and R* are preserved distinct. In Termopsis 
angusticoUis all of these veins are preserved distinct in some individuals, 
but in other individuals there is a greater or less reduction in the number of 
veins in the subcosto-radial area of the wing. In Leucotermes there are 
only two veins in this area of the wing : first, a very much thickened costal 
margin of the wing, which probably was formed by the coalescence of two 
or more veins; and second a thick vein parallel with the costal margin, 
which is probably vein R4+6. 

The siibcosto^adial veins of the hind wings, — In the more generalized 
members of the order, Mastotermes and Termopsis, there are, in addition to 
a more or less thickened costal margin, three distinct veins in front of the 
media. These are veins Scs, Ra+s, and R4+6. In Leucotermes there is a 
greatly thickened costal margin and what is probably vein Ri+b* 
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The anal area, — In all living termites known the anal area of the fore 
wings is reduced to a small space at the base of the wing in which there are 
no distinct anal veins. 

In the hind wings of Mastotennes the anal area is not reduced, in fact a 
specialization by addition appears to have taken place; the three anal veins 
are present, and the second and third anal veins are much branched. In 
the hind wings of Termopsis a marked reduction of the anal area has taken 
place, but it is still more prominent than that of the fore wings; the first 
and third anal veins are lost, and the second anal vein is greatly reduced. 
In the hind wings of Leucotertnes the anal area is reduced to the condition 
of this area in the fore wings of all living termites. 
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CHAPTER IX 
THE WINGS OF THE NEUROPTERA 

(a) THE MORE GENERAL FEATURES OP THE WINGS OP THE NEUROPTERA 

The wings of the Neuroptera are membranous and usually furnished 
with many wing-veins. The two pairs of wings are similar in texture and 
usually in outline; in some, the fore wings are slightly larger than the hind 
wings, in others the two pairs of wings are of the same size. The anal area 
is small in both fore and hind wings; it is rarely folded, and then only 
slightly so. A distinct anal furrow is rarely developed. Definitive acces- 
sory veins are usually present, and, as a rule, there are many marginal 
accessory veins. Intercalary veins are never developed. When at rest, 
with few exceptions, the wings are folded roof-like over the abdomen. In 
some cases organs for uniting the fore and hind wings are present. 

In most of the families the radial sector is pectinately branched. In 
nearly all cases, media is obviously not more than two branched, if accessory 
veins be not counted; and in those cases where it appears to be three or 
four branched it may be that this condition is due to a secondary splitting 
of one or of both of the two primitive branches. In a few members of the 
order the hind wings are very small and in some they are wanting in one 
sex. In the family Nemopteridae the two pairs of wings differ greatly in 
form, the hind wings being very long and narrow; in some members of this 
family the hind wings are thread-like. 

In the following discussion of the wings of the Neuroptera figures are 
given of the wings of representatives of all of the recognized families of the 
order. It was necessary to figure a large proportion of these in order to 
illustrate the various methods of specialization that are found within the 
order; and when this was done it seemed worth while to add figures of 
representatives of the remaining fan:iilies, for the sake of completeness, 
although they presented no diflBculties in the application of the uniform 
terminology of the wing-veins. 

For convenience in making generalizations the families Sisjnidae, 
Sympherobiidae, Hemerobiidae, and Dilaridae are referred to as the hemero- 
biid group of families; and the Nymphidae, Myrmeleonidae, Ascalaphidae, 
Nemopteridae, and Apochrysidae, as the myrmeleonid group. 

This study of the wings of the Neuroptera has been greatly facilitated 
by the presence in the entomological museum of Cornell University of a 
large collection of Neuroptera, which has been brought together by Dr. 
Needham. 

(146) 
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(6) THE SPECIAL FEATURES OF THE WiNGS OF THE NEUROPTERA 

In the order Neuroptera there are several very distinct types of speciali- 
zation of the wings. Some of these are described in the accounts of the 
wings of the families in which they occur; but there are others that are 
characteristic of more than one family ; these are described here in order to 
avoid repetition. 

The accessory veins. — In some Neuroptera the development of acces- 
sory veins has progressed to a very limited extent; but in a much larger 




:mzzz77777JW7////////'/rA 




Fig. 137. — Wings of Osmylus hyalinatus. 

ntimber of representatives of this order the most striking features of the 
wings are produced by accessory veins. It is here that the development of 
accessory veins, both definitive and marginal, reaches its most perfect 
condition, and wings of wonderful beauty of form are the restdt. 

The definitive accessory veins of the Neuroptera are produced in two 
ways; in some cases they are added distally by successive splittings of the 
tip of a principal vein, thus forming a regular series; in other cases, the 
number of accessory veins is increased in an irregular manner, by the split- 
ting of branches of the principal veins. Wings illustrating each of these 
methods of increase in the number of accessory veins are figured later. 
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The margiiud accessory veins in many of the Neuroptera differ remark- 
ably from those of the other orders of insects in which this type of veins is 
found in the fact that they form a regular border of qtiite uniform width. 
This is illustrated by the veins of the outer margin of the wings of Osmylus 
hyalinatus (Fig. 137). 

In some cases there is a spUtting of one or both forks of a vein that has 
been split, thus forming a second rank of marginal accessory veins; this is 
the case in the wings of Polystcpchotes, figured later (Fig. 141). 

The distinctive characteristic of marginal accessory veins is their 
instability; they vary in number and in length in different individuals of 
the same species, and even in the wings of the two sides of the same individ- 
ual. But when the splitting of a vein has progressed suflSciently far it 
becomes fixed, and what at first, phylogenetically,. was merely a marginal 
accessory vein become transformed into a definitive accessory vein. 

The beautiful symmetry of the borders of marginal accessory veins in 
certain members of this order is due not merely to the nearly equal length of 
these veins but also to the fact that the two forks of each forked vein 
occupy bilaterally symmetrical positions. It follows that neither fork can 
be r^arded as accessory to the other, they are sister veins, both accessory 
to the stem from which they were derived. 

The suppression of the dichotomy of the radial sector. — Correlated with 
the extensive dvelopment of accessory veins in the Neuroptera, there has 
resulted in nearly all of the families of this order the production of a pectin- 
ately branched radial sector; that is, this vein is so modified that it consists 
of a supporting stem upon which are borne a greater or less number of 
parallel branches. This is shown in most of the figures of wings illustrating 
this chapter. This is a distinctive characteristic of this order; in no one 
of the other orders of living insects in which accessory veins occur is a well- 
developed pectinately branched radial sector found. Such a sector existed, 
however, in many of the Palaeodictyoptera. 

The typical radial sector is dichotomously branched, being divided into 
two chief branches, veins R2+3, and R4+6, and each of these in turn is 
divided into two branches, the former into veins R2 and R« and the latter 
into veins R4 and R^. 

The transformation of a dichotomously branched radial sector into one 
that is pectinately branched was discussed by Comstock and Needham, 
and the process by which this transformation is attained was termed by us 
the suppression of the dichotomy of the radial sector. In the course of otu* 
discussion, we pointed out that there are three ways in which this result 
may have been attained: first, by the splitting apart of veins R4 and Rj 
so that they arise separately from the supporting stem of the pectinate vein 
thus formed; second, by the switching of the base of vein R4 to vein R2+S, 
following a cross-vein, this also resulting in the two veins arising separately 



Digitized by 



Google 



148 



THE WINGS OF NEUROPTERA 



from the supporting stem of the pectinate vein; and third, by the coales- 
cence of veins R4 and Rs, which would obliterate the forking of these veins. 
The accompan)dng series of diagrams (Fig. 138) illustrates these changes. 
The first diagram (Fig. 138, i) represents the manner of branching of the 
t3^ical radius in which the radial sector is dichotomously branched. The 

second diagram represents 
a radius in which the radial 
sector has become pecti- 
nate by the splitting apart 
of veins R4 and Rs, so that 
they arise separately from 
the supporting stem of the 
pectinate vein thus formed. 
This represents the sim- 
plest type of a pectinately 
branched radial sector. 
An illustration of this 
simplest type is afforded 
by the wings of Sisyra 
(Fig. 139). 

In comparatively few 
cases is a pectinately 
branched radial sector so 
simple as that of Sisyra; 
usually a pectinate sector 
bears more than four 
branches; this is the 
result of the development 
of accessory veins on the 
posterior side of vein Rj. 
The third diagram (Fig. 
138, 3) represents a radial 
sector in which vein Rj 
bears two accessory veins, 
labeled Rsa and Rjb; this 
condition exists in the wing 
of Chauliodes (Fig. 140); in the wings of PolysUgchotes (Fig. 141) the 
addition of accessory veins to vein R2 has been carried to a much greater 
extent. 

The second method of suppression of the dichotomy of the radial 
sector occurs in the wings of certain insects in which there are many cross- 
veins. In these cases the base of vein R4 has become connected with a 
cross-vein, perhaps by splitting back until the cross-vein is reached, and 




Flig. 138. — Diagrams of several types of radius. 
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then has migrated along this cross-vein till vein R2+8 is reached. The 
fourth diagram (Fig. 138, 4) represents an intermediate stage in this 




Fig. 139. — ^Wings of Sisyra flavicornis, 

switching of the basal connection of vein R4. Here the base of vein R4 
appears to be forked, one ann of the fork arising from vein Rs, and the 
other from vein R2+«. The former is the true base of vein R4, the latter is 
a cross-vein which is assuming the function of a base of this vein. An 




Fig. 140. — Fore wing of a pupa of Chatdiodes pecticornis (After C. & N.). 

example of this condition of the base of vein R4 exists in the wings of 
Ululodes hyalina (Fig. 142). 

The fact that the base of a vein can be switched from one support to 
another is shown by the fore wing of a specimen of Neuroptynx appendicular 
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Fig. 141. — Wings of PolystcschoUs punctatus. 



Cu,^ 




I rca t 

Fig. 142. — Wings of Ululodes hyalina. 
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tus (Fig. 143) that I collected in Florida. In this wing the base of vein 
R2+a+4 has been switched along a cross-vein to vein Ri, so that there 
appear to be two radial sectors. 

It was the existence of this abnormal wing that suggested the probability 
that in wings like those of the Myrmeleonidae, where there are many cross- 
veins, the suppression of the dichotomy had been attained by the switching 
of the base of vein R4 to vein Ra+s along a cross- vein; and it was thought 
that an examination of a larger series of wings would reveal the existence of 
examples of the successive stages of this switching. 

Very many examples were found of wings in which the base of vein R4 
appears to be at a halfway station in its journey along a cross-vein from 




rca 



Fig. 143. — Wings of Neuroptynx appendiculalus. 

vein Rs to vein Ra-fs. This condition is very common in the Ascalaphidae 
(Fig. 142). 

It is only recently that I have been able to find examples of the succes- 
sive stages of the switching of the base of vein R4 from vein Rg to vein 
R2+8. These were found in the Osmylidae, a family in which the dichot- 
omy of the radial sector is normally suppressed. 

Figure 144 represents the wings of an atavistic individual of Osmylus 
hyalinatus, in which the primitive dichotomy of the radial sector has been 
retained; the homologies of the wing-veins are indicated in Figure 145. 

That such cases may be common in the Osmylidae is indicated by the 
fact that in the small collection of osmylids to which I now have access two 
individuals present this condition. In one Ostnyltis hyalincUus the radial 
sector is dichotomously branched in both fore wings and in one hind wing. 
In an Osmyltts tessellatus the radial sector is dichotomously branched in the 
fore wings; but in the hind wings the dichotomy has been suppressed. 
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Fig. 144. — Wings of Osmylus hyalinatus in which the dichotomy of the 
radial sector has not been suppressed. 




Fig. 145. — Base of the fore wing shown in Figure 144, enlarged. 
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Figures 146 and 147 represent the wings of a normal Osmylus hyalinatus. 

An important fact bearing on this question of the switching of the base 
of a vein from one support to another is that in the family Sympherobiidae 
the base of vein R2+8 has been transferred to vein Ri. 

The third possible method of suppression of the dichotomy of the radial 
sector would produce the result shown diagrammatically in the fifth 
diagram (Fig. 138, 5), where veins R4 and R5 are represented as coalescing 
completely. I know of no case where the suppression of the dichotomy has 




Fig. 146. — Wings of Osmylus hyalinatus with the radial sector 
p)ectinately branched. 

been attained by this method. I am now convinced that in the supposed 
examples of this method, cited by Comstock and Needham, that is in 
Corydaliis and Chauliodes, the result has been attained by the splitting apart 
of veins R4 and Rs, instead of by their coalescence. 

The earlier conclusion was based on the fact that occasionally the first 
branch of the radial sector in Corydalus is forked, as is^he case in the wing 
represented by Figure 148, i. The forked condition of this first branch 
was believed to indicate that it is a compound vein in which the coalescence 
of its two elements is not quite complete. My reasons for abandoning this 
view are the following. 
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A study of a series of wings of Corydalus cornutus has shown that the 
forking of the first branch of the radial sector in this species is of very 




Fig. 147. — Base of the fore wing shown in Figure 146, enlarged. 

irregular occurrence, and that there is a similar irregular forking of other 
veins in this region of the wing. In the specimen represented in Figure 148 
vein Ml is forked in a similar manner, so too is the foiuth branch of the 
sector; in the latter case one division of the forked vein is again forked. 

In a collection of nineteen wings of Corydalus cornutus, that had been 
moimted for laboratory use and which had been taken at random, I find 
the first branch of the radial sector forked n only two specimens; the third 
branch, in one; the fourth branch, in one; the fifth branch, in seven; the 
sixth branch, in twelve; and the seventh branch in four. 

The evidence presented by this species indicates that the short branches 
near the margin of the wing in the area of the radial sector are merely 
marginal accessory veins; and that the forking of the first branch of the 




Fig. 148. — Fore wing of Corydalus cornutus in which the first branch of the radial 

sector is forked. 
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sector does not indicate that this branch is composed of two coalesced 
veins; it merely shows that the first branch of the sector is occasionally 
split at the tip as are other veins in this region of the wing. 

This evidence is confirmed by a study of the wings of representatives of 
nearly all of the genera of this family. Forttmately we are able to make 
such a study, thanks to the labors of Dr. H.W. van der Weele. This author 
in his Monographic Revision of the Megaloptera (Weele, 1910) has given 
photographic illustrations of representatives of nearly all of the genera of 
the Sialidae. 

The most important, for the purposes of the present discussion, of the 
figures in this work is that of Corydalus primitivus, a species found in the 
Argentine Republic. The entire insect is figured, but I copy only the wings 
(Fig. 149). 

In this individual the dichotomy of the radial sector is not suppressed in 
the right hind wing; but it is in the other three wings. That the first and 




Fig. 149. — ^Wings of Corydalus primitivus (After van der Weele). 

second branches of the sector in the left hind wing and in both fore wings 
correspond to the forked first branch in the right hind wing is shown by the 
fact that counting the forked first branch of the right hind wing as two 
branches, the sector is eight-branched in all wings. The splitting apart of 
veins R4 and Rs in the right hind wing so that they arise separately, would 
make the sector of this wing eight-branched like those of the other wings. 

I regard the structure of the right hind wing of this insect as an example 
of atavism, similar to those found in the osmylids described above. 

Another remarkable insect figured by van der Weele, in the same 
monograph, is Protohermes davidi from China. I copy a part of his figure 
somewhat enlarged (Fig. 150), he figures the entire insect. 

Excepting the right hind wing of Corydalus primitivus discussed above, 
the deepest forking of the first branch of the radial sector shown in the 
figures given by van der Weele occurs in this insect. That this forking is 
due to a splitting of the tip of this vein is evident by a comparison of it 



Digitized by 



Google 



156 



THE WINGS OF NEUROPTERA 



with the tips of the branches of media in which there is a similar splitting 
of the tips of veins. 

Finally, excepting those cases in which the development of a pectinate 
radial sector has not progressed very far, as in Sisyra (Fig. 139), the most 




Fig. 150. — Wings of Protohermes davidi (After van der Week). 

striking feature of this vein, when its dichotomy has been suppressed and a 
pectinate form attained, is the presence of a greater or less number of super- 
numeran^ veins. These are accessory veins; and it has been shown that 
veins of this type are produced and their ntimber increased by the splitting 
of veins. 

It is evident, therefore, that the force that makes for the development 
of the pectinate type of radial sector acts by the splitting of veins; and it is 
not probable that this force should cause veins R4 and Rs to coalesce in 
the Sialidae, instead of splitting apart as we know they do in the Hemero- 
biidae. 

The numbering of the branches of the radial sector when it is peciinately 
branched. — In most of the Neuroptera in which the radial sector is pectin- 
ately branched, the ntimber of the branches of this vein is more than four, 
the number of branches of the typical radial sector. It is evident that when 
this is the case, some of the branches are accessory veins. The question 
arises, therefore, which of the branches are the primitive ones and which are 
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accessory veins? In other words, to which end of the series of branches of 
the radial sector are the accessory veins added? 

Comstock and Needham concluded from their studies of the tracheation 
of the wings of pupae of Chatdiodes (Fig. 140) and Corydalus (Fig. 151) that 
in the case of these insects the accessory veins are added to the distal end 
of the series. The presence of fine twigs at the tip of trachea R2 indicated 
to us the method of increase, which we concluded to be as follows: 

The fine tracheal twigs at the tip of trachea R2 are the beginnings of 
accessory branches, which in the course of phylogenetic development 
become larger and, moving towards the base of the wing, make room for the 
addition of other branches. 

From this it follows that vein Ri forms the terminal portion of the stem 
of the pectinate vein and that veins Rg, R4, and R« are the proximal branches. 
It also follows that of the accessory veins that have been developed on vein 
Rj the proximal one is the oldest, and according to our system should be 
labeled R^a, as is done in Figures 140 and 151. 

My studies of the venation of the wings of insects during the twenty 
years that have elapsed since these conclusions were reached have only 
served to confirm them; and I am now convinced that what we showed 
to be the case in Chauliodes and Corydalus is true primarily of all of 
those neuropterous insects in which the radial sector is pectinately 
branched. In some cases, however, to be discussed later, accessory veins 
are interpolated in the primary series by the splitting of members of this 
series. 

I am led to make this statement because some of the writers on the 
Neuroptera have not accepted these conclusions. Thus Enderlein Cio) in 
his figures of the wings of Mantispidae numbers the branches of the radial 
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Fig. 151. — Tracheation of a wing of a pupa of Corydalus cornulus 
(after C. & N.). 

sector from the apex of the wing towards the base; and Tillyard C16, p. 
277) violently attacks the view of Comstock and Needham. For this 
reason it seems inomibent upon me to give the additional data that have 
confirmed my belief in this view. 
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Fig. 152. — Wings of Sisyra flavicomis. 





Fig- 153- — Wings of Hemerobius humtdi. 
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In Sisyra fiamcornis (Fig. 152) definitive accessory veins have not been 
developed upon the radial sector, although there are marginal accessory 
vein^ upon its branches. In each wing the sector is four-branched. These 
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Fig. 154. — Base of a hind wing of Hemerobius 
humuli. 

branches are doubtless veins Rj, R3, R4, and Rg. The dichotomy of the 
sector has been suppressed by the splitting back of vein Rs. Two stages in 
this splitting process are represented by the two wings, it having been 
carried much farther in the fore wing than in the hind wing. Attention is 
called to the wings of this insect to show that the veins that are split back 
in the hemerobiid group of families are primitive branches of the radial 
sector and not accessory veins. 

In the wings of Hemerobius humuli (Fig. 153), the splitting back of 
branches of the radial sector is carried much farther than in Sisyra. In the 




Fig. 155. — Tracheation of the wings of a pupa 
of Hemerobius humuli. 

hind wings of this species there are only four definitive branches of the 
radial sector, although there are many marginal accessory veins. The 
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four definitive branches are doubtless veins R2, R3, R4, and Rg, as indicated 
in the figure. Vein Rs is split back nearly to the base of the sector and the 
remainder of the sector, after the separation of vein Rs, anastomoses with 
vein Ri. (Figure 154 represents this part of the wing greatly magnified.) 

A study of the tracheation of the hind wing of a pupa of this species 
(Fig. 155) confirms the interpretation of the venation of this part of the 
wing given in Figures 153 and 154. The trachea of the radial sector is 
typical except that trachea Rs is split back from trachea R4; and this 
splitting has been carried so far that the undivided stem of the radial sector 
is very short; the tracheation of the pupal wing and the venation of the 
adult wing correspond very closely in this respect. But in the pupal wing 
there is no indication of the anastomosis of veins Ri and R2+J+4. It is 
evident, however, that these two tracheae come together at the point 
marked a in Figure 155 in the course of the later development of the 
wing. 

This anastomosis of vein R2+3+4 with vein Ri is carried much farther 
in the fore wing, where the two veins coalesce for a considerable distance, 
with the result that two of the branches of the radial sector are stranded on 
the main stem of the radius before the separation of the remainder of the 
radial sector from vein Ri. The first of these two stranded branches is 
doubtless vein Rg, as it is obviously serially homologous with vein R5 of the 
hind wing, in which there are no definitive accessory veins to cast a doubt 
on the determination of the homologies of the branches of radius. From 
this it follows that the extra branch of the radial sector in this wing has not 
been added to the proximal end of the series but to vein R2, and is the one 
labeled R2a in the figure. 

According to the view that the accessory veins are added to the proximal 
end of the series we must believe that the first fork of the radial sector has 
been pushed out to near the apex of the wing by the development of the 
accessory veins, and that the three short veins next to vein R2 are veins R«, 
R4, and Rs. If this be true, either the size of the wing has been greatly 
increased or veins R4, R4, and Rs have been greatly shortened during the 
specialization of the wing. Either of these alternatives ntiay be true, but 
neither seems probable. 

In many cases the branches at the tip of the radial sector are merely 
short twigs, which differ in size, ntunber, or arrangement in the wings of the 
two sides of the same insect; in such cases it is obviously impracticable to 
begin the nimibering at the apex of the sector. The fact is, these terminal 
branches in cases of this kind are merely marginal accessory veins, that havfe 
not attained a definitive form and position. 

Finally, while there are many cases, like those of Chauliodes and 
Corydalus, in which there appear to be taking place the development of 
additional branches at the distal end of the series of branches of the radial 
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sector, no instance has been observed in the Neuroptera in which there is 
such an appearance at the proximal end of the series. The only possible 
exception to this statement is that it is conceivable that in the development 
of a radial cuneate area vein Rs may be split to its base and in this way an 
addition to the number of branches of the radial sector be made at the 
proximal end of the series. 

As a rule, in the development of a radial cuneate area vein Rs is not 
split back far enough to warrant this suggestion ; but in Rapisma (Fig. 171) 
and in Megalomus (Fig. 178) the spUtting back of vein Rs has progressed 
nearly to the base of this vein. 

I know of no near allies of Rapisma, but Megalomus can be compared 
with more generalized members of its family, as Hemerobius, in which there 




Fig. 156. — ^Wings of Acanthaclisis; a species from the Seychelles Islands. 



is no indication of accessory veins being added to the proximal end of the 
series. 

It seems worth while to make this extended discussion of this question, 
for the chief object of the uniform terminology is to apply the same term 
to homologous veins, in order that affinities between different groups of 
insects and differences in methods of specialization can be more clearly 
indicated. This end would be defeated, so far as the evidence presented 
by the radial sector is concerned, if the ntmibering of its branches begins at 
the wrong end of the series, that is at the distal end. 

In those families in which the accessory veins of the radial sector are 
added only distally, thus forming a regular series, and this appears to be the 
case in most of the families, the first branch of the radial sector is vein Rs, 
and following this in regular order are veins R4, R3, R2a» R2b» and so on to 
the end of the series of definitive accessory veins. 
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But in those cases, as in the Nemopteridae, where accessory veins are 
interpolated by the splitting of veins, it is difficult, if not impossible, to 
determine the homologies of the branches of the radial sector; and it is 
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Fig* 157- — Wings of Ululodes hyalina. 

doubtless best to merely number the branches, first, second, third, etc., 
beginning with the proximal one, without attempting to indicate the 
homologies of the veins. 

The radial cuneate area. — In the wings of the Myrmeleonidae, the 
Ascalaphidae, and of some other Neuroptera there are many instances of the 




Fig. 158. — Wings of Myrmeleon; a species from Katihar, British India. 

expansion of the area of the wing lying between the distal portion of vein 
Rs and the media or between branches of vein Rg, as if a gore had been set 
into this part of the wing. This condition is well shown in the wings of 
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insects of the genus Acanthaclisis (Fig. 156, rca). This area may be 
termed the radial cuneaie area. The size of this area and the arrangement 
of the veins within it afford characters of considerable taxonomic import- 
ance, which will doubtless be used in the future. 

In many cases, especially in the Myrmeleonidae, but less frequently in 
the AscalaphidflB, this area is bounded by two forks of the first branch of the 
radial sector (Fig. 156) ; in others it is irregular in form and appears to be 
behind the terminal portion of this branch of the radial sector (Fig. 157). 

In many of the Myrmeleonidae the only indication of the expansion of 
this area is a splitting back of the tip of vein R* to a somewhat greater 
distance than are split the tips of other veins in this region of the wing 

(Fig. 158). 

All intergrades between a slight splitting of the tip of vein Rs and a 
broadly expanded radial cimeate area exist in the Myrmeleonidae. When 
the splitting of vein R4 has progressed to any considerable extent, accessory 
veins have been developed on one or on both branches of vein Rs (Fig. 1 56). 

Some students of the Myrmeleonidae in our laboratory have suggested 
that when the first branch of the radial sector is forked the two divisions of 
this branch represent R4 and R* respectively, thus indicating that the 
suppression of the dichotomy of the radial sector is by a coalescence of 
these two veins, which in these cases is not quite complete. 

It is quite important to determine if possible, which of these two views 
is correct; as the terminology of the branches of the radial sector depends 
on the view adopted. If the suppression of the dichotomy is by the switch- 
ii^ of the base of vein R4 from vein Rs to vein Ri-h, the first branch of the 
sector is vein Rs ; the second, R4 ; the third, R3 ; and the following branches 
are accessory veins. If the suppression of the dichotomy is by the coales- 
cence of veins R4 and R4, the first branch of the sector is vein R4+5; the 
second, R*; and the series of accessory veins begins with the third branch. 

The most conclusive evidence that the former view is the correct one is 
given in the earlier section of this chapter referred to above; but there are 
other considerations that support this view. 

All of the data so far observed on the suppression of the dichotomy of 
the radial sector indicate that the forces that make for this suppression act 
to spread apart veins R4 and Rs so that they become separate and parallel 
branches of the sector. This has been shown in the case of the Sialidae and 
of the Hemerobiidae. In the Osmylidae we have seen that the switching of 
vein R4 to vein Ri-i-j is merely a modification of this process; veins R4 and 
R^ split apart for a short distance and then the base of vein R4 takes a short 
cut to vein Ri+a via a cross-vein. The suppression of the dichotomy by the 
coalescence of veins R4 and R* would be the result of a force acting in the 
opposite direction, one that tends to bring veins R4 and Rs together instead 
of splitting them apart. That such a force has acted seems improbable 
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when the data presented by the Sialidae, Hemerobiidae, and Osmylidae are 
considered. 

If the suppression of the dichotomy of the sector were taking place^by 
the coalescence of veins R4 and Re one would expect to find the incomplete 
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• Fig- 159- — Wings of Palpares (tschnoides var. libelluloides. 

Stages of this coalescence, if they still exist, in the more generalized wings 
of this family, and to find it completely attained in the most specialized 
wings. The fact is the radial cuneate area is largest in the more highly 
modified wings of the Myrmelionidae, as in the Acanthaclisinae (Fig. 156) 
and in the Palparinae (Fig. 159), while it is lacking only in wings that are 
much less modified (Fig. 160). 

That the radial cuneate area is a secondary development is indicated by 
the fact that in the wings where it is the largest similar areas have been 
developed in other parts of the wing, as in area behind the serial vein Cui 
& M8-f4 of the fore wing of Palpares (Fig. 159). In this connection com- 
pare the splitting back of the tip of vein R* in the m)miieleonid wings 
rejn-esented by Figure 158 with similar splitting back of the tips of acces- 
sory veins near the apex of the same wings. 

The secondary nature of the radial cuneate area is also shown in the 
Hemerobiidae. In the generalized H enter obiiis humuli (Fig. 175) there is 
little if any indication of a greater expansion of the tip of vein R* than there 
is of other branches of the radial sector; but in the highly specialized 
Megalonius mwstus (Fig. 178, r c a) the radial cuneate area is very prom- 
inent. 
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In Megalomus the radial cuneate area is distinctly between branches of 
vein Rs; but in most cases where this area has become large it does not 
appear to be between two forks of vein Rs but to be between the tip of vein 
R* and the tip of media; this is especially the case in the Ascalaphidae 
(Fig. 157)- 

The secondary cubital fork. — In the hemerobiid and myrmeleonid 
groups of families, vein Cui is usually more or less bent at the point where 
its first accessory vein, vein Cuia, is given off and this accessory is quite 
prominent. In this way a fork is formed that frequently appears to be the 
chief fork of vein Cu; and, for this reason, vein Cuia is liable to be mis- 
taken for vein Cu2. 

In those cases where a prominent fork of cubitus is formed in this way, 
vein Cu2 separates from the stem of cubitus near the base of the wing and in 
many cases is greatly reduced or even lost ; but in other cases this vein is 
well preserved. 

Tillyard, who recognized the nature of this fork and the position of vein 
Cuj in the Hemerobiidae and in some of the Myrmeleonidae, termed the 




Fig. 1 60. — ^Wings of a myrmeleonid from Persia. The base of the fore 
wing is broken in the specimen figured. 

fork between veins Cui and Cuia the secondary cubital fork (cuf'), and that 
between veins Cui and Cu2 the primary cubital fork (cuf) (Tillyard '16, 
p. 291). 

The secondary cubital fork can be easily recognized in most of the 
figures of wings illustrating the accounts of the wings of the families 
named above. 



Digitized by 



Google 



166 



THE WINGS OF NEUROPTERA 



Gradate veins. — In many Neuroptera one or more series of cross-veins 
extend across the wing and form with sections of the longitudinal veins 
that they connect a very regular zigzag line; such cross-veins are termed 
gradate veins; there is a well-developed series of gradate veins parallel with 
the outer margin in each of the wings of Osmylus hyalinatus (Fig. i6i), and 
a second, less perfect series proximad of this one. 

The recurrent vein. — In many families of the Neuroptera the htmieral 
cross-vein curves back toward the base of the wing and bears branches, 




Fig. i6i. — Wings of Osmylus hyalinatus, showing gradate veins. 

when of this form it is designated as the recurrent vein. The statement 
often made in descriptions of Neuroptera that there is no recurrent vein 
does not indicate the absence of the humeral cross-vein, but merely that 
this vein is not recurved and branched. 

The coalescence of veins Sc and Ri. — In many families, veins Sc and Ri 
come together in the outer part of the wing and appear to be continued as a 
single vein, which is designated as vein Sc+Ri. This apparent coalescence 
of these two veins, or the lack of it, is commonly considered an important 
characteristic, and is frequently mentioned in diagnoses of families. 

I believe, however, that in some cases, where there appears to be a 
coalescence of these two veins, vein Sc ends upon vein Ri at the point 
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where the coalescence appears to begin. Examples of this condition are to 
be found in the Berothidae and are discussed later. In MegcUomus masUis, 
of the Hemerobiidae, vein Sc ends upon vein Ri in the fore wing, while the 
two end separately in the hind wing. 

Marginal dots or dashes. — ^While intercalary veins are never developed 
in the Neuroptera, there are present in the wings of many members of the 
order small thickened areas alternating with the tips of veins. The areas 
in some cases are small dots, in others they are slightly elongate. They are 
probably sense organs, as they bear one or more groups of setae, like those 
borne by the veins of the wing. These thickened areas are never long 
enough to be termed veins; for this reason I designate them as marginal 
dots or dashes. In some cases they are mere dots in one part of the margin 
of the wing and dashlike in another part. 

The marginal dots and dashes are present quite conmionly in the 
Ithonidae, Berothidfe, Polystoechotidae, Psychopsidae, the hemerobiid 
group of families, Osmylidae, and Nymphidae. 

Although they are present in Nymphes, I have not observed them in any 
other member of the myrmeleonid group of families. 

In some cases they are present throughout the entire margin of the w'ng 
in other cases they are limited to a portion of the margin. 

The first radio-medial cross-vein of the hind wings. — One of the most 
characteristic features of the venation of the hind wings of several families 
of neuropterous insects is the form of the first radio-medial cross-vein, 
which extends longitudinally in a sigmoid curve instead of transversely 
(Pig. 162, 1st r-m). It arises from the radial sector and extends towards the 
base of the wing, joining media near its base. 

The fact that this peculiar feature is found in the so-called Megaloptera 
as well as in the "True Neuroptera" may have some bearing on the pro- 
posed separation of the Megaloptera from other Neuroptera as a distinct 
order. 

Frequently there is a fold in the wing which catises the base of the 
radius to overlap the base of the media, covering the point where this cross- 
vein joins media. A result of this is that in photographs of such wings the 
proximal end of the first radio-medial cross- vein appears to be attached to 
radius. This is the case in the wings of Osmylus hyalinatus represented by 
Figure 144, which is an accurate copy of a photograph. 

It was probably this condition that led Tillyard to mistake this cross- 
vein for the base of the radial sector in the Hemerobiidae and to regard the 
stalk of the radial sector as a cross- vein; this is indicated by his figure of 
the venation of Hetnerobius humuli (Tillyard * 16, p. 285). This matter is 
of considerable importance as ''the presence of at least one false or secondary 
origin for the radial sector in the hind wing'' is given as a distinctive charac- 
teristic of the Hemerobiidae as restricted by him. 
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The first radio-medial cross-vein of the hind wings is longitudinal and 
sigmoid in the subfamily Corydalinae, the genus Ithone, and in the families 
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Fig. 162. — Base of hind wing of Hemerohius 
humuli. 

Polystoechotidae, Sisyridae, Sympherobiidae, Hemerobiidae, Dilaridae, and 
Osmylidae. 

(c) THE WINGS OF THE SIALIDiB 

The wings of the Sialidae form an excellent starting point for a study of 
the methods of specialization of the wings that have been evolved in the 
order Neuroptera. 

The most characteristic feature of the more highly specialized wings 
found in this order is the presence of a very perfectly developed pectinately 
branched radial sector. In one of the two subfamilies of this family the 
Sialinae, the modification of the typical dichotomously branched radial 
sector into a pectinately branched one has not begun; in the other sub- 
family, the Corydalinae, this modification has taken place; but in some 
members of this subfamily, as Chauliodes, the modification has not pro- 
gressed far, consisting merely in the suppression of the dichotomy and the 
development of one or two accessory veins. 

The tracheation of the wings of nymphs of three of the genera of this 
family was figured by Comstock and Needham and the result of our 
studies leaves no doubt as to the homologies of the principal veins. 

The family includes two quite distinct subfamilies, the Sialinae and the 
Corydalinae, which are distinguished by different types of wing-venation. 

The wings of the Sialinae. — The subfamily Sialinae includes only two 
genera, Sialis and Protosialis. These resemble each other very closely in 
the more general features of the venation of the wings. As we were able to 
study the wings of pupae of Sialis infumata, this species is used to illustrate 
the type of wing venation characteristic of the subfamily. 

Figure 163 represents the tracheation of a wing of a pupa of this species 
which was photographed when the forming veins appeared as pale bands; 
and Figure 164 represents the wings of an adult. 
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It is unnecessary to describe these wings in detail, as the lettering of the 
figures indicates the homologies of the wing-veins. Some of the more 




Fig. 163. — Wing of a pupa of Sialis infumata (After C. & N.). 

Striking features are the following: the prominence of the accessory 
branches of the subcosta; the coalescence of the tips of veins Sc and Ri; 
the partial atrophy of the intermediate portion of media in the fore wing 




Fig. 164. — Wings of Sialis infumata. 

and of the greater part of the stem of this vein in the hind wing; the 
anastomosis of veins M and Cui in the fore wing; and the manner of 
branching of the radial sector. 
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The last mentioned feature is the one to which I wish to call especial 
attention. The radial sector in this genus is nearly typical in form ; the 
only modification being the development of one or more marginal accessory 
veins upon it. These accessory veins, however, are in a quite different 
position than that occupied by the accessory veins borne by the radial 
sector in the Corydalinae, where a pectinately branched radial sector has 
been developed. 

In Sialis the accessory veins are borne by vein R«, instead of vein Rj as 
in the Corydialinae, and they extend toward the costal margin of the wing. 
The method of specialization is in a quite diflFerent direction than that 
which produces the i)ectinately branched radial sector of the Corydalinae. 

The accessory veins borne by vein Rj in Sialis have not attained a 
permanent form; they vary in ntmiber in different individuals of the same 
species and in being either simple or forked; for this reason they are not 
numbered; they are not definitive accessory veins, but are of the type 
termed marginal accessory veins. Occasionally there are accessory veins 
on other branches of the radial sector; there is one on vein R4 in the fore 
wing represented in Figure 164. 

The dichotomously branched radial sector of Sialis, which closely 
resembles the radial sector of the hypothetical primitive type of wing 
venation, shows conclusively that the pectinately branched radial sector of 
the allied genera and of most other Neuroptera, has been derived from the 
dichotomously branched type. 

The wings of the Corydalinse. — The wings of the members of the sub- 
family Corydalinae present a very different appearance from those of Sialis; 
this is due largely to the fact that in the Corydalinae a pectinately branched 




Fig. 165. — Wing of a pupa of Chauliodes pectinicornis (After C. & N.). 

radial sector has been developed, while in Sialis this vein has retained the 
dichotomous type of branching, modified only by the addition of a limited 
number of marginal accessory veins. 
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Figure 165 represents a wing of a pupa of Chauliodes pectinicornis, taken 
at the stage when the fonning wing-veins appear as pale bands; and Figure 
166 represents the tracheation of a wing of a pupa of Corydahis cornutus. 
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Fig. 166. — Tracheation of a wing of a pupa of Corydalus 
cornutus (After C. '* 






These figures are from Comstock and Needham, but with a change in the 
lettering of the branches of the radial sector. The homologies of the wing- 
veins are indicated by the lettering of the figures and require no discussion 
except in the case of the branches of the radial sector, where there may be a 
difference of opinion, depending on the view held regarding the method by 
which the dichotomy of the sector has been suppressed. This has been 
discussed on an earlier page. 

(d) THE WINGS OF THE RAPHIDIIDiS 

As no account of the tracheation of the wings of any pupa belonging to 
the Raphidiida has been published, we are forced to base our conclusions 
r^arding the homologies of the wing-veins in this family upon a study of 
the wings of adults. 

Of the two genera belonging to this family, Inocellia appears to be the 
more generalized, as regards the structure of the wings. The wings of 
Inocellia Umgicornis are figured here (Fig. 167). 

In both genera, the subcosta ends in the costal margin of the wing a 
short distance before the pterostigma; the pterostigma is definitely limited, 
and conspicuous; the htuneral vein is not recurrent, but sometimes it is 
forked; and the costal area of the wing is more or less widened in the 
proximal half of the wing. 

In Inocellia there is no indication of a tendency to form a pectinately 
branched radial sector, the dichotomous branching of this vein being 
obvious. The forks of veins R2-f8 and R 4+6 are nearly opposite each 
other; and both are quite near the margin of the wing. The tip of vein 
Ri and of some of the branches of the radial sector bear short marginal 
accessory veins; but these differ in nimiber in the wings of the two sides 
of the same individual. 
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Media coalesces with radiiis for a considerable distance at the base of 
the wing. It is four-branched; and veins Ma and M4 each bears an acces- 
sory vein. A similar accessory vein is borne by vein Cui. 

The fore and hind wings are very similar as regards the features men- 
tioned above; but the course of vein Cui is markedly different in the two 
wings. In the fore wing, the basal part of vein Cui extends directly forward 




Fig. 167. — ^Wings of Inocellia Umgicornis; cv, cr, cr, cross-veins. 

from the cubital fork until it reaches media, with which its coalesces for a 
short distance. In the hind wing, the cubital fork is much nearer the base 
of the wing than it is in the fore wing, and vein Cui extends directly to the 
margin of the wing, being connected with media only by two cross-veins, 
the first of which is oblique. 

Vein Cu2 in the fore wing is connected with the first anal vein by a very 
short cross-vein; in the hind wing these two veins are closely approximate 
but they do not anastomose. 

In Inocellia the radial sector has moved out towards the apex of the 
wing, which has resulted in the shortening of veins R2, Rs, R4, and R5 so 
that they appear like the accessory veins that have been developed upon 
veins Ms, M4, and Cui. 

The wings of Raphidia adnixa may be taken as illustrating the type of 
wing-venation characteristic of the genus Raphidia (Fig. 168). In this 
species, the wings present two marked differences from those of Inocellia 
Umgicornis; these are the presence of a larger number of accessory veins 
and the fact that the radial sector, although still dichotomously branched, 
shows the beginning of the development of the pectinately branched tjrpe. 
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In Raphidia adnixa the forking of vein R4+5 is in about the same posi- 
tion as in InoceUia, but the tips of one or of both of the veins R4 and R* are 
split; vein Rs is split back a considerable distance; and the forking of vein 
R4 has jn-ogressed so far that what is probably a definitive accessory vein, 
vein Rj^, has been developed. This development of a definitive accessory 
vein upon vein R2 is of considerable interest as it indicates the beginning of 
the development of a pectinate radial sector. 

In certain other species of Raphidia, the wings of which are figured by 
Albarda C91), the forks of veins Rj+s and R4+6 are more nearly opposite 
than they are in the wings figured here. 

Returning to the wings of Raphidia adnixa, we find that the tips of all of 
the branches of media are split and that the number of accessory veins 
borne by vein Cui is greater than in InoceUia. In fore wing of the Raphidia, 
vein Cui not only anastomoses with media at its base but there is also an 
anastomosis of this vein with vein Ms+4. The fact of this last anastomosis 
is made evident by comparison with the hind wing where the two veins are 
connected by a short cross-vein. In the hind wing veins Cua and ist A 
anastomose along the region where they are closely parallel in InoceUia, 




Fig. 168. — ^Wings of Raphidia adnixa. 

An obvious distinction between InoceUia and Raphidia, pointed out by 
Albarda C91), is that in Raphidia the pterostigma is traversed by a branch 
of vein Ri, which is lacking in InoceUia. 

In both genera the cross-veins are greatly reduced in number; and there is 
a marked tendency towards the alignment of those in the outer part of the 
wing in a gradate series; this is well shown inthehmdwingoiRaphidiaadnixa. 
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{e) THE WINGS OF THE MANTISPIDiE 



The wings of ClimacieUa brunnea (Fig. 169) can be taken as an illixstra- 
tion of the tjrpe of wings found in this family. The two pairs of wings are 
similar in form and agree in the more general features of their venation. 




Fig. 169. — Wings of ClimacieUa brunnea. 

They are long and narrow; a pterostigma is present, but the limits of it are 
not sharply defined; the subcosta extends midway between the costa and 
the radius to near the end of the pterostigma, where it is forked; the radial 
sector is pectinately branched; most of its branches are divided at the tip; 
the base of media coalesces with radius for a short distance at the base of 
the wing; in the fore wing, media after separating from radius and extend- • 
ing down for a short distance bends up sharply and anastomoses with radius, 
thus forming a small triangular cell. 

The media is apparently four-branched in both wings ; but the divisions 
of veins Mi+s and M3+4 are short and may be merely accessory veins, 
corresponding with the divisions of the branches of the radial sector. 

A large cell Ri is a characteristic feature of the wings of insects of this 
family; as a rule this cell is divided by three cross-veins, but in the wings 
figured here the third cross- vein has been eliminated by the anastomosing 
of veins Ri and Ra near the apex of the wing. 

The ntmiber of the branches of the radial sector that are given oiBE oppo- 
site the ist cell Ri has been used as a diagnostic character; but this number 
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is not constant; it sometimes varies in the wings of the two sides of the 
same individual. 

The wings of the Mantispidae resemble in some respects those of 
Rafkidia; the outlines of the wings are similar ; and the two resemble each 
other and diflFer from other neuropterous wings in the transverse bracing 
of the basal part of the fore wing in each by striking modifications of the 
courses of principal veins, although this result is brought about in very 
different ways in the two families. 

The wings of the Mantispidae are much more highly specialized than 
are those of the Raphidiidae; the discussion of them has been taken up at 
this point merely because there seems to be no better place in the series to 
include it. 

In the Mantispidae the pectinate condition of the radial sector is very 
perfect, as is also the development of a gradate series of cross-veins, and a 
comparatively regular margin of accessory veins. 

(/) THE WINGS OF THE ITHONffiiB 

Newman in 1853 established the family Ithonesidae for the reception of 
his genus Ithone (Zoologist, vol XI, Appendix p. CCII). • Recently 




Fig. 170. — Wings of Ithone fusca. 

Tillyard C16) reestablished the family under the name of Ithonidae. As 
the name proposed by Tillyard conforms to the modem rules of nomencla- 
ture it is adopted here. 
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The type of the genus Ithone is the species described by Newman tinder 
the specific naxnefusca; the wings of this insect are figured here (Fig. 170). 

The wings oilthonefusca bear a superficial resemblance to those of the 
Corydalinae; but in Ithone the himieral vein of the fore wings is recurved 
and branched and veins Sc and Ri do not coalesce at their tips. 

In this species there is a single radial sector, which is pectinatdy 
branched; and most of the branches of this vein are forked at the tip. 
Media is two-branched in both wings; and vein Cui is very stout. 




Fig. 171. — Wings Rapisma viridipennis; tea, radial ciineate area. 

This species is found in Australia and in Tasmania, and has been until 
recently the only species of the genus Ithone known. 

Tillyard C16) describes another Australian insect under the name 
Ithone fulva. But although the general appearance of the wings of this 
insect, as figured by Tillyard, is similar to that of Ithone, the differences in 
structure are so great that it is doubtful if the two are congeneric. The 
most important difference is that in the fore wings of Ithone fulva the first 
and second branches of the radial sector arise separately from the main 
stem of radius, the radius having three sectors. In the hind wings veins 
Sc and Ri coalesce throughout the distal half of their length. 

The limits and distinguishing characteristics of the Ithonidae must be 
determined by a study of other characters as well as those presented by the 
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wings, and does not fall within the scope of this essay. Until this is done, 
I suggest the inclusion in this family provisionally of another remarkable 
insect ; this is Rapistna viridipennis. 

The genus Rapistna was established by McLachlan to receive a species 
from the East Indies that had been described by Walker under the name 
Hemerobius viridipennis. Dr. Needham has obtained this species from the 
East Himalajras and I give here a figure of its wings (Fig. 171). 

In Rapisma the costal area of the fore wings is more expanded than in 
Ithone; but the courses of the terminal portions of veins Sc and Ri are 
similar in the two genera, as are also most of the other more general features 
of the wings. 

The chief reason for giving a figure of the wings of Rapisma in this dis- 
cussion of the wings of the Netiroptera is to call attention to one feature of 
the structure of the radial sector. This is the fact that the primitive 
dichotomy of this sector appears to have been retained although the 
development of its other pectinate features has progressed far. This 
appearance is especially striking in the fore wing where what appears to be 
the forks of veins Rj+s and R4+6 are opposite. 

A little consideration will suggest that it is not probable that the 
position of the foik of the first branch of the radial sector, vein R4+6, would 
remain so nearly in its primitive position while the other features of the 
pectinate vein were being developed. 

The explanation of the condition in question is that in each of the wings 
of Rapisma there has been developed a radial cuneate area; and that in the 
fore wing the first fork of vein R* has extended nearly to its base. In the 
hind wing this forking of vein R* has not extended so far. 

The extent to which the development of a radial cuneate area has 
progressed in the wings of Rapisma and the transverse position of the first 
radio-medial cross-vein of the hind wings are the most striking differences 
between these wings and those of Ithone, 



(g) THE WINGS OF THE SISYRIDiE 

Until quite recently the members of this family have been included in 
the family Hemerobiidae ; but several recent writers have separated them as a 
distinct family. The structtire of their wings warrants this separation, as the 
distinctive characteristic of the hemerobiid wings is not exhibited by them. 

The tjrpe of wing-venation characteristic of the Sisjrridae is well illus- 
trated by the wings of Sisyra fiavicornis, a species found in British India 
(Fig. 172). The more striking characteristics of these wings are the follow- 
ing: The costal area of the fore wings is not greatly broadened. The 
humeral vein is not recurrent and is not branched. Veins Sc and Ri 
coalesce near the apex of the wing. The dichotomy of the radial sector has 



Digitized by 



Google 



178 



THE WINGS OF NEUROPTERA 



been suppressed in both wings, evidently by the splitting back of vein R« 
so that it arises from the main stem of the radial sector distinct from vein 
R4. The splitting back of vein R^ has progressed farther in the fore wing 
than it has in the hind wing. 

The condition of the radial sector in Sisyra is much more generalized 
than it is in the wings of the Hemerobiidae, for in Sisyra it is only four- 
branched, no definitive accessory veins having been developed, although 
marginal accessory veins are present. In fact the radial sector in these 
wings differs from the typical form only in the fact that the dichotomy has 
been suppressed. 




Fig. 172. — ^Wings of Sisyra flavicornis. 

Media is two-branched in both fore and hind wings, and in each case the 
tips of the branches are forked. 

The beginning of the development of a secondary cubital fork is clearly 
indicated, especially in the fore wing; but vein Cu2 is well preserved. 

Marginal dashes are present in the outer margin of the wing. 

The extended migration of the base of vein R^ of the fore wing towards 
the base of the wing and the beginning of the formation of a secondary 
cubital fork are specializations that are carried much farther in the Hemero- 
biidae. 

(A) THE WINGS OF THE SYMPHEROBIIDiB 

Even after the separation of the Sisyridae and the Dilaridae from the 
Hemerobiidae, as is now commonly done, there remains in this family 
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several genera that do not exhibit the method of specialization of the wings 
that is distinctively characteristic of the Hemerobiidae, but on the other 
hand exhibit a type of specialization distinctively characteristic of this 
group of genera. . To this group belong the American genera Sympherobius 
and Psectra, the genus Annandalia from Calcutta, and the Australian genus 
Natiobiella, I suggest that these genera and such other genera as may be 
found to exhibit the same type of specialization of the wings be grouped in 
a separate family to be known as the Sympherobiidae. 




Fig. 173. — ^Wings of Sympherobius amiculus. 

The distinctive characteristic of the Sympherobiidae is that vein Rj+j 
of the fore wings has become separated from the remainder of the radial 
sector and is attached separately to vein Ri. This results in the radius of 
the fore wing having two sectors each of which is forked (Fig. 173). 

In each case where this switching of the base of vein R2-1-3 from the 
stem of the pectinate radial sector to vein Ri has occurred there is a cross- 
vein extending from vein Ra-H to the stem of the radial sector. It is 
probable that the switching occurred by the way of this cross-vein, and 
that after vein Ri was reached by vein R2+3 the base of the latter vein 
migrated a short distance towards the base of the wing. 
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This pectdiar method of specialization of the radius may be tenned the 
division of the stem of the radial sector. 

The radial sector of the fore wing of Sympherobius is very similar to that 
of Sisyra (Pig. 172), except for the switching of the base of vein Ri+|. 




Fig. 174. — Fore wing of Sympherobius showing the probable primitive type 
of radial sector, the dotted line indicates the present cotirse of vein R2 +|. 

Figure 1 74 is a copy of the figure of the fore wing of Sympherobius amiculus 
given above (Fig. 173) except that a slight change is made in the coiu'se of 
the base of vein R2+8 and of the cross-vein associated with it the two veins 
being brought into their probable position before the switching of vein 
R2+8 began; with these changes in Sympherobius the radial sectors of the 
two genera are strikingly alike. The dotted line in Figure 174 indicates 
the present position of vein Rt+s- 

In the Sympherobiidae the number of the branches of the radial sector 
has not been increased ; this vein being four-branched in both fore and hind 
wings; but the tips of all of the branches are forked. The costal area of 
the fore wings is broad toward the base of the wing; the humeral vein is 
recurved and branched; and marginal dashes are present. 

(i) THE WINGS OF THE HEMEROBIIDiB 

After the separation from the Hemerobiidae of the Sisjrridae, Symphero- 
biidae, Dilaridae, and Polystoechotidae, all of which were included in this 
family until quite recently, there remains a group of genera that is charac- 
terized by a distinctive manner of specialization of the radius of the fore 
wings. This feature is a coalescence of vein Ri and the stem of the pec- 
tinately branched radial sector, which results in what may be termed the 
suppression of the stem of the radial sector. 

In this family the migration of the base of vein R4 towards the base of 
the wing that is seen in the two preceding families has progressed to an even 
greater extent. The combination of this factor with the suppression of the 
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Stem of the radial sector has resulted, in the fore wings, in the separate 
origin of from three to many branches of the radial sector from what appears 
to be the main stem of radius, but what is really the coalesced vein Ri and 
the stem of the radial sector. 

A comparatively simple example of this condition is exhibited by 
Hemerobius humuli; in the fore wings of this species (Fig. 175), veins Rs, 
R4, and R2-I-S arise separately from what appears to be the main stem of 
raditis. 

In systematic works treating of the Hemerobiidae, a radius like that of 
the fore wing of Hemerobius humuli is described as possessing three radial 
sectors; such a statement suggests that the two branches that arise 
separately are not a part of the primitive radial sector, as is maintained by 
a recent writer, which is unfortimate. 

This usage is so firmly fixed, however, and is withal so convenient, as 
the ntmiber of the branches that arise separately is an important taxonomic 




^^^2:rrrT7r^ zz22z:^ 




Fig. 175. — Wings of Hemerobius humuli. 

character, that it is not probable that it will be abandoned; and no harm 
will be done by following it if the origin of the various "sectors** be kept 
in mind. 
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It has been shown, in the preceding section of this chapter, that in the 
Sympherobiidae the radius of the fore wings has two sectors; but this result 
in that family has been brought about in a very different way than that 




Fig. 176. — Base of hind wing of Hemerobius humvli, 

just described. In the one case there is a division of the stem of the radial 
sector; in the other, a suppression of this part of the sector, by its coales- 
cence with vein Ri. 

The separate origin of one or more branches of the radial sector occurs 
also in the wings of the Dilaridae described in the next section of this 
chapter, and in an Australian insect recently described by Tillyard C16 
p. 279), under the name Ithonefulva. In both of these cases there appears 
to have been a splitting back of the branches that arise separately, and not 
a suppression of the stem of the radial sector. This, however, is not per- 
fectly clear in the case of Ithonefulva. 

An eariy stage in the suppression of the stem of the radial sector is 
shown in the hind wing of Hemerdbius humuli (Fig. 175), where vein Rs has 
split back neariy to the base of the radial sector, so that it separates from 
the remainder of the sector, i. e, vein R2+8+4 nearly opposite the anterior 
end of the first radio-medial cross- vein (Fig. 176). From the point of 




Fig- 177.— Tracheation of a heraerobiid wing (After C. & N.). 

separation of veins R5 and R2+3+4, the latter extends obliquely forward 
and anastomoses with vein Ri thus forming a small cell opposite the cell 
closed by the first radio-medial cross-vein. The extending of the union of 
veins Ri and R2+3+4 from ^he point where they now anastomose towards 
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the base of the wing, so as to obliterate the small cell between them and also 
towards the apex of the wing for a certain distance would produce the condi- 
tion that exists in the fore wing. 

A stage intermediate between that of the radial sector in the hind wing 
oiHemerobius humuli and that of the fore wing of the same species, where the 
coalescence of the stem of the radial sector and vein Ri is carried so far that 



Fig. 178. — Wings of Megalomus mcestus. 

both veins Rs and R4 arise separately, is presented by a hemerobiid pupal- 
wing figured by Comstock and Needham (Fig. 177). Here only trachea Rs 
arises separately. 

In the more specialized members of the Hemerobiidae a large nimiber of 
definitive accessory veins have been developed upon the radial sector or 
upon the coalesced veins Ri and Rg-, this development of accessory veins 
has progressed much farther in the fore wings than in the hind wings. The 
two pairs of wings differ also in the fact that in the hind wings the stem of 
the radial sector is not suppressed. 
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The wings of Hetnerobius humuli (Fig. 175) are very instructive in that 
they show the beginning of the specialization of the hemerobiid wings by 
the development of accessory veins. In the hind wing, the radial sector 
bears only the fotir primitive branches. In this enumeration the marginal 
accessory veins are not counted. In the fore wing, there is a single definitive 
accessory vein, vein Rja- 

The wings of Megalomus mcesius (Fig. 178) will serve as an example of 
the more specialized hemerobiid wings. In the hind wing, veins Ri and R^ 
do not coalesce. As the radial sector is seven-branched, it is evident that 
three accessory veins have been developed upon it. In the fore wing, there 
is a complete coalescence of vein Ri and the stem of vein Rg, and a greater 
number of radial accessory veins have been developed. 

The tips of all of the branches of radius are forked in both fore and hind 
wings. This forking is especially marked in the case of vein Rs, and has 
resulted in the formation of a radial cuneate area of considerable size (Fig. 
178, tea). In the more generalized Hetnerobius humuli, the tip of vein Rs 
is not markedly more forked than are the tips of other branches of the radial 
sector (Fig. 175). 

Correlated with the prominent part played by the secondary cubital 
fork in the hemerobiid group of families, there is frequently a tendency for 
vein Cu2 to atrophy. In the hind wing of Megalomus mcestus (Fig. 178), 
the base of vein Cu2 is preserved, but the greater part of this vein is repre- 
sented by a fold, indicated in the figure by a dotted line. In the hind wing 
of Sympherobius (Fig. 173), only the base of vein Cus is preserved, there is 
no vestige of the remaining portion. In this case the base of vein Cu2 is no 
longer curved, as is usually the case, but a part of it is aligned with a cubito- 
anal cross-vein. In the hind wing of Hemerobius humuli (Fig. 175) only 
that part of the base of vein Cuj that is aligned with the cubito-anal cross- 
vein is preserved, so that there appears to be only a cross-vein in this 
position. In Figure 176 the two parts of this apparent cross-vein are 
lettered to indicate their homologies. 

0) THE WINGS OF THE DILARID^ 

This is a small family and one that is not well represented in collections. 
There is only one species known from North America, and this is exceedingly 
rare. I have before me wings of two species from Japan and figures of two 
other species. The following statement is based on this limited amount of 
material. 

Although the radius of the fore wings has from one to three sectors, the 
increase in the nimiber of sectors appears to be due to a splitting back of 
one or two branches of vein Rs rather than to a coalescence of veins Ri and 
Rs, as is the case in the Hemerobiidae. But as we do not know what was 
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the primitive position of the radial fork in this family we can not be sure 
that this is the case. 

In the Dilaridae the forking of the branches of the radial sector has 
progressed to a much greater extent than in the Hemerobiidae. 

These two features are well shown in Dilar nohircB (Fig. 179), from 
Yoshino, Japan, wings of which were kindly given to me by Mr. Waro 
Nakahara, the describer of the species. 

A remarkable feature of the wings of Dilar nohircB is the fact that the 
radius of the hind wings has two sectors. This is also the case in the wings 




Fig. 179. — Wings of Dilar nohirct. 

of Rexavius japonicus. In none of the Hemerobiidae is there more than one 
radial sector in the hind wings. 

The following remarkable series of variations in the structure of the 
radial sector exists in the Dilaridae. 

In Dilar americanus, as described by McLachlan, there is a single five- 
branched radial sector in both fore and hind wings. 

In Dilar turcitis, as figured by Handlirsch (*o6), the radius of the fore 
wings bears two sectors, the second of which is five-branched. The radius 
of the hind wings bears a single five-branched sector. 

In a species of Dilar figured by Brongniart (*93), the radius of the fore 
wings bears three sectors; the third sector is six-branched, making eight 
branches in all. The radius of the hind wings bears a single seven-branched 
sector. 
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In Dilar nohirce and in Rexavius japonicus the radius of both fore and 
hind wings bears two sectors. 

In all of these species the branches of the radial sector are so deeply 
forked that it seems probable that accessory veins are being interpolated. 

Marginal dashes are present. 

(Jfe) THE WINGS OF THE BEROTHIDiB 

The type species of the Berothidae is Berotha insolita, the wings of which 
are figured here (Fig. i8o). These wings present some striking features, 
most of which, however, are foreshadowed in various genera of the hemero- 
biid group of families. The wings of Berotha differ from those of the 
hemerobiids in that the first radio-medial cross-vein of the hind wings is 
transverse, not longitudinal and sigmoid, as it is in those families. 




Fig. 1 80. — Wings of Berotha insolita. 

The most striking features of the wings of Berotha are the following: 
the absence of a recurved costal vein; the atrophy of the terminal portion 
of the subcosta; the great reduction in the nimiber of cross-veins, those of 
the radial area being reduced to a single series of gradate veins; the fan- 
like branching of the tips of veins; prominent marginal dots alternating 
with the twiglike branches of the veins; the loss of vein Cu2 of the hind 
wings; the anastomosis of the first anal vein and vein Cui in the hind 
wings; and, in the hind wings, the extending of vein Cui and the first 
anal vein quite closely parallel with the inner margin of the wing, leaving 
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only a narrow area between these veins and the margin of the wing, which 
is largely occupied by the fanlike branched portion of the accessory veins. 

In Berotha the subcosta enters the pterostigma and then atrophies; ' the 
tip of the preserved portion is distinct from vein Ri ; the accessory branches 
of the atrophied portion are preserved, but are free at the base. A short 
distance before the end of the preserved portion of the subcosta there is a 
cross-vein extending from the subcosta to vein Ri. In some allied genera 
veins Sc and Ri become united at this point so that they appear to coalesce. 

The loss of vein Cua of the hind wings occurs also in the hemerobiids, 
where all stages of the atrophy of this vein are to be fotmd. 

There are several genera of Neuroptera that present the same type of 
wing-venation as that shown by the wings of Berotha, and which, for this 
reason I believe should be included in the family Berothidae. These are the 
following: Lomamyia, Spermophorella, Trichoma, and Stenobiella. 

The most available recognition characters of this family are presented 
by the hind wings, these are the following: the transverse course of the 
first radio-medial cross-vein; the absence of vein Cua; the narrowness of 
the area of the wing between veins istA and Cui and the margin of the wing, 
this area being largely occupied by the fanlike tips of the accessory veins ; 
and a bend in the outer part of the first anal vein which results either in an 
anastomosis of this vein with vein Cui or in these two veins being closely 
approximate where they are joined by a cross-vein. 

The shape of the wings varies greatly in this family; in Berotha^ 
Lomamyia, and Trichoma the wings are falcate; in Spermophorella they are 
oblong, with the terminal portion rounded; and in Stenobiella, they are 
very long and narrow. 

In Berotha the terminal portion of the subcosta is atrophied and the tip 
of the preserved portion is free ; in Lomamyia and Spermophorella, the tip 
of the subcosta joins vein Ri ; and in Trichoma and Stenobiella the subcosta 
ends in the margin of the wing. 

The representatives of this family are widely distributed. Berotha is 
found in India, Lomamyia is represented by two species in the United 
States, and the other three genera are Australian. 

(0 THE WINGS OF THE POLYSTCECHOTIDiB 

The wings of otir common Polystwchotes punctatus (Fig. i8i) represent 
the type of wing-venation characteristic of the family Polystoechotidae. In 
these wings the himieral cross- vein is recurved and branched; veins Sc 
and Ri coalesce at the tip; the radial sector is pectinately branched; the 
number of cross-veins is greatly reduced; but there is in both fore and hind 
wings a very perfect series of gradate veins; and marginal dots are present, 
these are not represented in fhe figure. 
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In these wings the development of definitive accessory veins on the 
radial sector and the regularity of the border of marginal accessory veins 
have reached a very high degree of perfection. 
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Fig. i8i. — Wings of PolysUgchotes punctatus. 
(m) THE WINGS OF THE PSYCHOPSIDiB 

Among the remarkable types of wings that have been developed in the 
Netiroptera that of the Psychopsidae is one of the most striking. I have 
selected as an illustration of this type the wings of an undetermined 
psychopsid from West China (Fig. 182), as in this species the venation of 
the wings is not obscured by blotches of color as it is in the only species of 
Psychopsis in our collection. 

The more striking features of these wings are their rounded form; the 
unusual width of the costal area throughout its length; a peculiar nexus of 
the tips of veins Sc, Ri, and Rg; the presence of two series of gradate veins; 
the irregular distribution of the radial cross-veins in both wings and of the 
cross-veins in the subcostal area of the fore wings; and the unusual length 
of the stalk of media, especially in the hind wings. 

The branches of the radial sector are very regular except that one in the 
fore wing, the sixth, is split nearly to its base, indicating that an accessory 
vein is being interpolated. 

Nearly all of the veins are forked at the tip; and marginal dots are 
present. 
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Fig. 182. — Wings of a psychopsid. 
(«) THE WINGS OF THE CHRYSOPIDiB 

The wings of the Chrysopidae are characterized by a very remarkable 
and distinctive type of specialization, the details of which can be under- 
stood only by a study of the tracheation of the wings. 

A brief account of the wings of Chrysopa plorabunda showing the 
essential features of this type of specialization was published by McClendon 
(*o6) ; and, quite recently, a much more extended one, based on an Austra- 
lian species, Chrysopa signata, has been published by Tillyard (*i6). So 
that now the structure of these wings is well understood. 

In the preparation of the present account I have made use of the papers 
just cited, and I have been materially aided also by Mr. R. C. Smith, who 
during the year previous to the appearance of Tillyard*s paper devoted 
himself to the study of this problem. Mr. Smith has bred many individuals 
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of several species of Chrysopa, and has kindly furnished me with the 
material upon which the accompanying figures were based. 

A superficial 'examination of a wing of an adult Chrysopa (Fig. 183) 
reveals the presence of two longitudinal veins between the radial sector and 




Fig. 183. — Fore wing of Chrysopa nigricornis; M', pseudo-media; 
Cu', pseudo-cubitus. 

the inner margin of the wing, one of which appears to be the media and the 
other vein Cui ; but each of these, as is shown later, is a serial vein composed 
of sections of several veins. 

As it would be impracticable to apply to these veins names indicating 
their composition they have been designated by Tillyard ('16) as the 
pseudo-^media and the pseudo-cubitus respectively; and he makes use of the 
notation M' for the pseudo-media, and Cu' for the pseudo-cubitus. This 




Fig. 184. — Tracheation of the wings of a pupa of Chrysopa nigricornis. 
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designation of these two veins is a happy one and I gladly adopt it with one 
slight change. As the pseudo-cubitus really appears to be vein Cui, I 
make use of the notation Cu/ instead of Cu'. ^ 




/?4 /?- 



Fig. 185. — Diagram of the wings of Chrysopa nigricornis showing 
coalesced veins slightly separated. 




u) J ) \y _jjj,^ ! 




Fig. 186. — Wings of Chrysopa nigricornis. 

An examination of the tracheation of the wings of a pupa of Chrysopa 
reveals the nature of the two serial veins pseudo-media and pseudo-cubitus. 
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Figure 184 is a reproduction of camera lucida drawings of the pupal wings of 
Chrysopa nigricornis made by Mr. R. C. Smith. 

In order to show more definitely the composition of the two serial veins 
a diagram of an adult wing is given (Fig. 185) in which the elements of the 
coalesced veins are represented slightly separated, and the cross-veins 
connecting the coalesced veins are represented by dotted lines. By com- 
paring this diagram with Figure 186 the homologies of the different veins 
can be recognized. 

(p) THE WINGS OF THE OSMYLIDiE 

The Osmylidae is a moderately large family and is composed of very 
beautiftd insects. The wings of Osmylus hyalinaius (Fig. 187) can be taken 
as an illustration of the type of wings characteristic of this family. There 




Fig. 187. — Wings of Osmylus hyalinaius. 

is no difficulty in recognizing the identity of the veins in these wings; but 
the more important ones are lettered in Figure 188. 

The subcosta and vein Ri are closely parallel and are somewhat stouter 
than the other veins; they constitute the supporting axis of the wing. 
These two veins coalesce at the tip. The humeral vein is not markedly 
recurved and is not branched. The costal area is broad and the accessory 
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veins of the subcosta are forked, and sometimes they are connected by 
cross-veins. Many cross-veins are present in the other parts of the wing, 
excepting the subcostal area in which they are lacking. In the outer third of 
the wing the cross-veins are reduced in nimiber, consisting chiefly of a series 
of gradate veins. Many definitive accessory veins have been developed 
upon the radius and upon the veins back of this vein; the tips of most of 
these are forked. The marginal accessory veins form a quite regular 
border. 

The media is two-branched in both wings. In the fore wing the medial 
fork is a little beyond the first fork of the radial sector in the specimen 
figured, but it varies slightly in different individtials. In the hind wing the 
medial fork is quite near the base of the wing; it is not, however, quite so 
near the base of the wing as it appears to be in this figure; for, owing to a 
fold in the wing, the base of media is concealed by the base of radius, which 
overlaps it. A result of this overlapping of the base of media by the base 
of radius is that the first radio-medial cross-vein appears to join the radius 
instead of joining media, as it really does. 

The cubital fork is near the base of the wing in both fore and hind wings ; 
and the anal veins are much branched. 




Pig. 1 88. — Base of fore wing shown in Figure 187 enlarged. 
ip) THE WINGS OP THE MYIODACTYLIDiB 

The type of this family is Mytodactylus osmyloides, an Australian species 
described by Fr. Brauer in 1866. This species I have not seen ; but through 
the kindness of Mr. Nathan Banks I have been able to study a closely 
allied species, Mytodactylus pubescens, the wings of which I figure here (Fig. 
189). This species is from Port Darwin, Australia. 
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The wings of Myiodactylus resemble those of Osmyltis (Fig. 187) in their 
general appearance and in most of their structural details. The most 
important differences are that in Myiodactylus there are many cross-veins in 




Fig. 189. — ^Wings of Myiodflctylus pubescens. 

the subcostal area, the media of the fore wings is not forked, and vein Cuj 
of the hind wings is lost. 

The most striking features of the wings of Myiodactylus are a broad 
border of accessory veins that extends completely about the wing and which 
is free from cross-veins and a discal area which is abundantly supplied with 
cross-veins. In this respect the wings resemble those of Osmylus (Fig. 187); 
but the border is more complete than in Osmylus, due to the fact that vein 
Sc+Ri is curved back so that it does not interrupt the border, being con- 
tinued to the margin of the wing only by accessory veins. 

The humeral vein of the fore wing is forked but it is not of the recurved 
type. A series of gradate veins extends from the tip of vein Sc+Ri to the 
tip of media; this is quite similar to the condition in Osmylus, except that 
in Osmylus vein Sc+Ri extends beyond the end of the series of gradate 
veins. 

In the fore wings, media extends free from radius to the base of the 
wing; it is not forked, and there is no oblique vein representing vein M1+4. 
The cubital fork is near the base of the wing, and there are three separate 
anal veins. 
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The hind wings differ from the fore wings in that media is distinctly 
two-branched, and it appears to arise from radius, at least the two are so 
closely oppressed that I can see no space between them; the cubitus is 
greatly reduced in length and is not forked, probably vein Cu2 has atrophied; 
and the base of the first anal vein is vestigial. It is quite possible that the 
forked vein lettered ist A in the figure is vein Cu2 + ist A. With only a 
single specimen before me I am unable to decide this point. 

In the fore wing some of the cross-veins are much more prominent than 
the others; this is largely due to their being colored brown, but they are 
also slightly stouter. 

(q) THE WINGS OP THE NYMPHnJiE 

The Nymphidae is a small family of insects that is restricted to Australia. 
I have been able to study only a single representative of it ; this is Nymphes 
myrmeleonides. The wings of this species are represented in the accom- 
panying figure (Fig. 190). 

These wings are long and narrow and are furnished with many cross- 
veins ; they possess also many definitive accessory veins and many marginal 
accessory veins; the latter are very numerous and regular in the apical 
portion of the wings and add greatly to their beauty. 

In general form and appearance the wings of Nymphes resemble those 
of the Myrmeleonidae ; but they are sharply distinguished from myrmeleonid 




Fig. 190. — ^Wings of Nymphes myrmeleonides. See Figure 191 for the 
labeling of the veins of the fore wing. 

wings by the following characteristics : first, the Subcostal area is traversed 
by many cross-veins, while this area is free from cross- veins in the Myrme- 
leonidae; second, the media of the fore wings is obviously two-branched in 
Nymphes; in the Myrmeleonidae it is apparently, though not actually, 
unbranched. 



Digitized by 



Google 



196 THE WINGS OF NEUROPTERA 

In the fore wings of Nymphes (Fig. 191), the radial fork is quite near the 
base of the wing; there is a fairly well developed secondary cubital fork; 
and the primary cubital fork is near the base of the wing ; vein Cuj is easily 
recognized; it branches off from vein Cu nearly opposite the first medio- 




Fig. 191. — Base of fore wing of Nymphes myrmeUonides. 

cubital cross-vein, and the basal part makes a sweeping curve; it touches 
the first anal vein at the end of this curved portion, and then extends free 
from it. There are three anal veins; vein ist A is forked. 

In the hind wings (Fig. 190), media is two-branched, a fact that has not 
been understood, vein M3+4 having been mistaken for vein Cu. This 
mistake was due to two facts : first, the medial fork is very near the base 
of the wing and has been overlooked; second, vein M1+4 bears prominent 
accessory veins which cause it to closely resemble vein Cui of the fore wing. 

The cubital fork, as in the fore wing, is very near the base of the wing; 
and the basal part of vein Cu2 is transverse, appearing like a cross-vein 
except that it is much stouter ; it resembles in this respect this vein in cMuiy 
of the Myrmeleonidae. The anal veins are similar to those of the fore wing. 

Marginal dots are present in the wings of Nymphes; this seems remark- 
able as they are absent in the other families of the myrmeleonid group ; the 
marginal dots are not represented in the figures given here. 

(f) THE WINGS OP THE MYRMELEONIDiE 

In the Myrmeleonidae the wings are long and narrow and delicate in 
structure; they are ftimished with many accessory veins, both definitive 
and marginal, and with very many cross-veins (Fig. 192) ; the radial sector 
is pectinately branched. 

Although the wings of myrmeleonids have been much studied no one 
has published as yet a correct and complete determination of the homologies 
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of the principal wing-veins of these insects ; but I am convinced that at last 
this problem is solved; and now that it is solved, it seems a comparatively 
simple one, so simple that there can be no doubt as to the correctness of the 
conclusions. The causes of the earlier and incorrect conclusions are 
indicated in the following discussion. 

The determination of the identity of the costa, subcosta, radius, and the 
radial sector presents no diflSculties, and no change in the commonly 
accepted view regarding these veins is necessary. This is true of these 
veins in both the fore and hind wings. With regard to the other principal 
veins it is necessary to discuss the fore and hind wings separately 

Media of the fore wings, — In the fore wings media appears to be a single 
unbranched vein ; but it has been demonstrated, by a study of the trachea- 
tion of the wings of pupae, that what appears to be an oblique cross-vein 
and which is lettered o in the figures, is a branch of media, and consequently 
that media of the fore wings of ant-lions is two-branched, as it is in most 
other Neuroptera. 

The significance of the oblique vein in the fore wings of mjmneleonids 
was first discovered, twenty years ago, by Dr. Needham and mjrself , by a 
study of pupal wings, when we were collecting material for our series of 
articles on the wings of insects. We did not include our myrmeleonid 
material in that series of articles, as it was not needed to illustrate the 
fundamental principles that we were discussing; but I made use of it a 
little later in a laboratory manual;* and Figure 194 is based on a photo- 
micrograph that we made at that time. Recently Tillyard has studied the 




Fig. 192. — ^Wings of Myrmeleon, sp. From Katihar, British India. 

tracheation of the wings of myrmeleonids and discovered independently 
that the media of the fore wings is two-branched (Tillyard 1916, p. 739). 

*The EUmerUs of Insect Anatomy by John Henry Comstock and Vernon L. Kelloeg, 
Third Edition 1901. On page 116 of this work I indicated the significance of this 
blique vein. 
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During the past year Dr. Needham and I have reviewed our study of 
the wings of mynneleonid pupae by the examination of fresh material and 
Figure 193 is based on one of our recent photomicrographs. 

In no pupal myrmeleonid wing examined by us, and we have examined 
many, were we able to detect the costal trachea. The subcostal and radial 
tracheae were prominent in all, so too were the accessory tracheae of the 
subcosta. In some of the forming cross-veins there were distinct tracheae 
but in most cases the tracheae in the cross-veins were so indistinct that we 
are not warranted in representing them in the figure. 

Returning to a study of the medial trachea, it can be seen by an exami- 
nation of Figure 193 that this trachea is two-branched; that trachea Mi+i 
is a direct continuation of the main stem of this trachea and that trachea 
Mi+4 first traverses the oblique vein and then after making a sharp bend 
extends lengthwise the wing in line with the basal part of trachea Cui. 
From this it can be seen that the vein which in the adult wing appears t^) 




Fig- 193- — Tracheation of a fore wing of a pupa of a myrmeleonid. 

be vein Cui is really a serial vein consisting in part of vein Cui and in part 
of vein M8+4; to this serial vein Tillyard has applied the designation 
cubitomedian and makes use of the notation Cui -|- M2. I see no objection 
to the application of the term cubitomedian to this vein; but as the nota- 
tion Cui + M2 indicates an ordinary coalescence of veins side by side and 
not the formation of a serial vein, I regard the notation Cui & Mj+4 as 
more appropriate. 

It will be noted that Tillyard designates the branch of media that 
unites with vein Cui in this case as M2. This is an unfortunate failure to 
apply the uniform terminology; and there are several other authors who 
are guilty of the same error in similar cases. The two branches of media 
formed by the first forking of this vein are veins Mi-f^ and M8+4; it is 
obvious that these branches are homologous with those thus designated 
when media preserves its typical four-branched form. If one designates the 
two branches of media as veins Mi and M2 the question what has become 
of veins M3 and M4 is suggested. 

In the wing represented by Figure 193 the tracheae M8+4 and Cui were 
distinct although they came very near together at the end of the oblique 
vein and the veins formed about them anastomose at this point. In the 
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wing represented by Figure 194 a somewhat different condition exists; in 
this wing trachea Cui and M1+4 extend closely parallel in the same vein 




Fig. 194. — Detail of a pupal wing of a myrmeleonid showing union of 
tracheae Ms+4 and Cui. 

cavity. In this case the serial vein consists of three differing sections; the 
basal part of this vein extending from the cubital fork to the point where it 




Fig. 195. — Tracheation of the wings of a pupa of a myrmeleonid. 

is joined by the oblique vein is simply vein Cur, then follows a section in 
which this vein is compound, consisting of veins Cui and M8+4 united; 
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and finally, there is a section consisting simply of vein M1+4. Figure 195 
represents in the fore wing a condition similar to that shown in Figure 194. 



..:^yy ^^^^ /-y / // 




Fig. 196. — Base of a fore wing of Tomatares clavkomis. 

In the wings represented by Figure 195 the tracheation of the anal area was 
obscured in both wings. 

Cubitus of the fore wings. — In all of the myrmeleonids that I have 
studied the cubital fork is very near the base of the wing and in many of 
them vein Cu2 is greatly reduced. In the wing represented by Figure 193, 
trachea Cu2 is quite prominent and extends nearly one-third of the length 




Fig. 197. — Base of a fore wing of Balaga micans. 

of the wing. I reared several pupae of this kind from larvae obtained at 
Gulf port, Florida; but I do not know the adult of this species. The follow- 
ing series of figures will serve to illustrate different stages in the reduction 
of vein Cua. 
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In the fore wing of Tomaiares clavicornis (Fig. 196), vein Cu2 is still a 
well-developed vein and is free from the first anal vein, except that the two 
are connected by cross-veins. 

In the fore wing of Balaga micans (Fig. 197), vein Cu2 is reduced to a 
vestige, which extends closely parallel with the first anal vein for a short 
distance and then the two coalesce. 

In the fore wing of Brachynemurus longipalptis (Fig. 198), only the 
transverse basal part of vein Cuj is distinct from the first anal vein; but 
this transverse part is still curved. 

The ahnost complete coalescence of vein Cuj with the first anal vein 
in the greater number of the Mjmneleonidae, as in Brachynemurus, is doubt- 



^^^^^^^., 




Fig. 198. — Base of the wings of Brachynemurus 
^v^}ongipalpus. 

less the reason that this vein has been overlooked by writers on this family. 
There is also another fact that has led to the overlooking of vein Cuj; in 
most of the Myrmeleonidae vein Cui of the fore wings bears a prominent 
accessory vein, vein Cui^ (Fig. 197), which has been mistaken for vein Cu2. 
Let us now pass to an examination of the hind wings. 

Media oj the hind wings, — Up to the present time the belief that media 
of the hind wings of myrmeleonids is reduced to an unbranched condition 
has been tmdisputed; and an explanation of the way in which this condi- 
tion has come about has been eagerly sought; hundreds of myrmeleonid 
wings have been examined in the hope of finding an oblique vein in the 
hind wing like that of the fore wing, but without success; and an examina- 
tion of pupal wings seemed to throw no light on the subject. This was the 
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state of our knowledge of the subject at a time when this volume was about 
to be sent to the printer, when I made a reexamination of a series of 
myrmeleonid wings which revealed the explanation of the problem. This 
explanation is as astonishing as it was unexpected. 

Media of the hind wings in these insects is two-branched and there is no 
anastomosis of vein Ms +4 with cubitus as there is in the fore wing. The 
medial fork is very near to the base of the wing; and what has been 
believed to be the cubitus is vein Ms+i. I had observed the medial fork 
but had regarded it as the result of the coalescence of veins M and Cu; and 
had explained in the same way the forking of the medial trachea which I 
had observed in the hind wings of pupae (Fig. 195). 




Fig- 199- — Hind wing of Symmalhetes contrarins. 

In wings mounted for study, as they are commonly mounted, the radial 
fork is concealed in many cases by an overlapping of it by the radius, due 
to a fold in the wing; but with a little care it can be easily seen. In the 
hind wing of Brachynemurus represented by Figure 198 the medial fork is 
overlapped by the radius; the figure is a reproduction of a photograph and 
it represents the veins as they appear when seen from above. Figure 199 
represents the base of a hind wing of SymmcUhetes contrarius; in this wing 
the forked condition of the media is obvious. 

Cubitus of the hind wings. — A study of the cubitus of the hind wings 
confirms the conclusion regarding media given above, as in certain forms 
one finds a typical cubitus which is distinct from the vein that has been 
believed to be the cubitus and which is really vein M8+4. 

In the hind wings of most mjomeleonids, as in the fore wings, vein Cuj 
is greatly reduced, but a series illustrating different degrees of this reduction 
can be easily fotmd. 
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In the hind wing of SymmcUhetes contrarius (Fig. 199), vein Cui is well- 
preserved, being about one-half as long as vein Cui. There is also in this 
wing a prominent vein Cui^. 

In the hind wing of Brachynenturus longipalpus (Fig. 198), veins Cua 
and ist A anastomose and the basal part of vein Cu2 appear like an un- 
usually stout cross-vein. 

In concluding this discussion of the veins M and Cu of the myrmel- 
eonids, I wish to call attention to a very interesting feature of the wings of 
these insects, which has doubtless been an important factor in delaying the 
detennination of the homologies of the wing-veins. 

Examine the figure of the wings of Brachynenturus longipalpus (Fig. 
198) and note the similarity in structure of the fore and hind wings. If we 
omit in each case a study of the base of the wing, the venation of the two 
wings appear to be almost identical except that in the fore wing there is an 
oblique vein. Behind the radius and the radial sector there is in each case 
an apparently unbranched vein, formerly regarded as an unbranched media; 
behind this simple vein there is a forked vein, formerly regarded in each 
case as the cubitus. It is not strange that the similarity in form of these 
two veins should have led tg the belief that they are homologous. But it 
has been shown above that the forked vein in the fore wing is vein Cui and 
the forked vein in the hind wing is vein M8+4. There has been developed 
in these two wings a similar bracing of each by the use of very different 
material in the two wings. 

Generalizaticms and defixiiticms of special terms. — In the descriptions of 
wings in which peculiar methods of specialization have arisen, it becomes 
necessary to make use of special terms in referring to the resulting struc- 
tures. Several such terms have been proposed by Dr. Needham, who has 
prepared an extensive monograph on the wing-venation of the Myrmeleon- 
idae. As the publication of this monograph has been delayed it seems ' 
desirable to introduce these terms here, so that they may become available. 
I also include some generalizations kindly handed to me by Dr. Needham. 

Myrmeleonid Venation 
"The more striking characters of the venation of the Myrmeleonidae are: 
*'i. The apical fusion of veins Sc and Ri and the clearing out of all cross- veins 
from the inclosed space. 

"2. The development behind the point of fusion of an elongate truss cell of variable 
form but constant position. 

"3. The extensive development of branches upon the radial sector, pectinately 
arranged, and diminishing in length from the base outward. The basal branch is 
much more extensively forked and more deeply forked at its tip than are any of the 
others. In the subfamily Palparinae and in a few scattering genera {Myrmecalurus, etc.) 
that portion of the radial sector distal to the base of the truss cell, becomes switched 
upon a cross-vein, and attached to Vein Ri, so as to stimulate a second sector [see Figure 
200 j. 
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"4. The reduction of media in the fore wing to an apparently simple vein, the base 
of MjH-4, appearing as an oblique cross- vein joining Cui. When this ceases to be oblique, 
the forking of media is entirely obscured. 

"5. The development of a triangular brace across the basal third of both wings, 
similar in form but unlike in composition. This is a striking example of parallelism 
in vein development. This brace is formed about a strong secondary fork in a principal 
vein. The vein is Cui in the fore wing, Mj-1-4 in the hind wing. Beyond the fork this 
vein in the fore wing fuses with M8+4 in such manner and to such extent that the boun- 
daries between the two are no longer traceable. In the hind wing vein Mj-»-4 is con- 
tinued free to the wing margin. 

"The secondary posterior branch is joined at its more or less decurrent tip to the 
vein behind it — to Cu2 in the fore wing; to Cui in the hind wing — ^thus forming an 
elongate and sinuous enclosure or loop in the posterior and basal side of the brace. 




rca • 

Fig. 200. — Wings of Palpares aeschnoides, var. libelluloides. 

From the outer end of this loop often a short secondary vein springs forward and 
outward transecting the area of the fork. Since homologies are different in the two 
wings while the braces are closely parallel, the parts may be conveniently designated as 
follows: [See Figure 200.] 

"The entire structure may be called the trigonal brace. 

"The strong fork (in Cuj, fore wing; in hind wing M3-I-4) may be called the trigonal 
fork. 

"The continuation of the vein beyond the fork may be called the trigonal vein. 

"The enclosure behind the fork may be called the trigonal loop. 

"The curved vein arching forward from near the apex of the trigonal loop may be 
called the trigonal arc. 

"6. The development of gradate series of cross- veins in four different wing areas: 

"a) A series of costal gradates in the costal space before the stigma, these cross- 
veins connecting in regular series the small branches that spring from vein Sc. [See 
Figure 156.] 
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'*6) A series of apical gradates joining the branches that spring from the apical 
spur vein formed by fusion of tips of Sc and Ri. [See Figure 156.] 

"c) An outer gradate series, paralleling the outer wing margin connecting the 
branches of the radial sector just proximal to the base of their tenninal forks. 




Fig. 201. — Wings of Acanthadisis, a species from the Seychelles Islands. 

*'d) A longitudinal series extending lengthwise of the area between the truss cell 
and the radial planate. [See Figure 202.] 

"7- The development of planates in two of the larger areas of the wing, thro the 
shortening of cross veins, the approximation of adjacent longitudinal branches, until 
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Fig. 202. — Wings of Crypiolean nebulosum. 
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both cross- veins and the bent veins connecting them come to lie in a more or less straight 
longitudinal line: 

*'a) The radial planate traverses the interradial area, crossing the branches of the 
radial sector, in the direction of the wing apex. [See Figure 202.] 

"6) The trigonal planate traverse the area of the trigonal fork, crossing and uniting 
the branches that spring from the trigonal vein, to which vein it is more or less closely 
parallel. The trigonal planate is more or less closely joined at its proximal end to 
the trigonal arc. 

"8. A median nexus or conjunction of adjacent veins, joins the tip of vein Mi+j 
with the vein on each side of it, and an interradial nextis in the more specialized Palparinas 
similarly joins the tip of the first and second branches of the radial sector. 

is) THE WINGS OP THE ASCALAPHIDiE 

Although the family Ascalaphidae is distinctly separated from the 
Myrmeleonidae, the wings of ascalaphids resemble quite closely those of the 




I rca t 

Fig. 203. — Wings of Ululodes hyalina. 

myrmeleonids. The only feature that sharply distinguishes the wings of 
ascalaphids from those of myrmeleonids is the fact that in the Ascalaphidae 
there is no greatly elongated cell behind the point of fusion of veins Sc 
and Ri. 

In the Ascalaphidae, the obliquity of the base of vein Mj+4 is frequently 
not well-marked; it is obvious in Ululodes hyalina (Fig. 203, 0), but in 
Ogcogaster tesselata (Fig. 204) it is less so. 

In this family the radial cuneate area is always present, although in a 
few cases, as in the genus Puer, it is small. It is in nearly all cases irregular 
in form, as in Ululodes (Fig. 203), appearing to be behind the first branch 
of the radial sector; rarely it has the appearance of being between two 
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forks of the first branch of the radial sector. One of the best examples of 
this is in the wings of Ogcogasier tesselata from India (Fig. 204). 




rca I 
Fig. 204. — ^Wings of Ogcogaster tesseUata. 



In the hind wings the medial fork is near the base of the wing and vein 
M«+4 remains separate from vein Cui, as in the Myrmeleonidae (Fig. 203). 

All of the variations in the ■ ■ ■ . . 

form of cubitus described as ^IjLlZ-A-l/ i r^.l \ I \ 
occurring in the Myrmeleonidae ^S^S^^T^T^T^^ 
are to be fotmd in this family. Cu^ 
Thus in the fore wing of 
Ascalaphus italicus, vein Cu2 is 
comparatively well-preserved 
and is distinct from the first 
anal vein; but the two veins 
are closely parallel for a con- 
siderable distance. In the fore 
wing of Albardia furccUa, vein 
Cuj is distinct from the first 
anal vein for about one-fourth 
of its length, after which the 
two veins coalesce (Fig 205). 




Fig. 205. — Base of a fore wing of Albardia 
furcata. 



A similar condition exists in the fore wing of Ulidodes hyalina (Fig. 203). 
In the hind wing of Ululodes hyalina the base of vein Cuj appears like 
a very stout cross-vein. 
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(t) THE WINGS OF THE NEMOPTERIDiB 

The members of the Nemopteridae are most beautiful insects which 
present a striking appearance on account of the distinctly characteristic 
form of their hind wings. These are exceedingly long and narrow, ribbon- 
like or thread-like; sometimes they are enlarged before the extremity; in 
this case the narrow part is termed the petiole and the enlarged part the 
spatula. 

The fore wings are triangular in outline (Fig. 206) and are furnished 
with many cross-veins. In the more general features of their venation 
they show striking resemblances to the wings of the myrmeleonids. 

The subcosta and vein Ri coalesce near the apex of the wing; the sub- 
costal cell is free from cross- veins; the radial sector is pectinately branched; 



7m^ 




Fig. 206. — Fore wing of Nemoptera sinuata; 0, oblique vein, 
vein M3-1-4. 

the media is of the same type as in the Myrmeleonidae and Ascalaphidae, 
vein Ms +4 coalescing with vein Cui, and the basal part of vein Mj+4 
appearing like an oblique cross-vein. The position of this oblique vein 
varies greatly; in Nemoptera (Fig. 206) and in Oliverina (Fig. 207) it is 
near the base of the wing; in Croce (Fig. 208) it is beyond the secondary 
cubital fork. 

Vein Cui & Ms +4 is pectinately branched, and the first accessory vein 
is usually stouter than the others, forming a secondary cubital fork. 

Vein Cu2 is not reduced in Nemoptera (Fig. 206) and in Oliverina (Fig. 
207) ; but in Croce (Fig. 208), it coalesces with the first anal vein, the basal 
part of vein Cu2 being reduced to the condition of a very stout oblique 
cross-vein. 

In the hind wings the venation is somewhat reduced, as would be 
expected, owing to their extremely narrow form. The maximum number 
of longitudinal veins is found in Nemoptera and in Oliverina; in these 
genera they are five in ntimber. 
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The first three longitudinal veins of the hind wing are easily recognized 
(Fig. 209), the costa by its marginal position, the subcosta and radius by 

the fact that they coalesce near the 
apex of the wing, as they do in the fore 
wing, and also by the fact that the 
area between them is free from cross- 
veins as also is the case in the fore 
wing. I term the third vein radius 
instead of vein Ri, which is the vein 
that coalesces with the subcosta in the fore wing, for 
this reason : Between the third and the fourth longi- 
tudinal veins there is a series of cross- veins; the dis- 
tal members of this series are transverse and have the 
appearance of ordinary cross- veins; but the proximal 
members are oblique, which suggest that they may be 
branches of the third vein; it seems probable, there- 
fore, that in the narrowing of the wing vein Ri and 
the stem of the pectinate radial sector have been 
brought together, and that the oblique cross-veins are 
vestiges of the branches of the radial sector. It seems 
proper, therefore, to term the combined veins Ri and 
Rs as vein R. The fourth vein is probably vein M. 
In the other members of the myrmeleonid group of 
families, the two branches of vein M are closely parallel 
in the hind wings, so closely parallel that the two 

Fig. 207. Wings of could not be expected to remain apart in the greatly 
(Htvertna extensa; 0, . ^r - ^ - 1 * 1 i • • « 

oblique vein, vein narrowed wmg. Vem Cu is probably lost, it is usually 

^«+*- greatly reduced in the allied families. The fifth vein 

is probably an ambient vein corresponding with the ambient vein of the 




Fig. 208. — Fore wing of Croce ftUpennis. 

fore wing. Considering the greatly reduced condition of the anal area 
in the allied families it is not at all probable that this vein is an anal vein. 



Digitized by 



Google 



210 THE WINGS OF NEUROPTERA 

In addition to the five longitudinal veins that hav^ been retained there 
are many marginal accessory veins; these are especially well developed in 
the spatula when this part of the wing is broad (Fig. 207). 

There is one feature in the venation of the fore wings that merits fuller 
discussion than is given in the general statement given above, that is the 



/////^ 





Fig. 209. — Part of a hind wing of Nemopiera sinuaia, 

probable method of increase in the nimiber of the branches of the radial 
sector. In Nemopiera (Fig. 206), the radial sector is four-branched; as 
this is the typical nimiber of branches, there is no diflBculty in determining 
their homologies; they are doubtless veins Rs, R4, R», and R2 respectively, 
as is indicated in the figiu-e. But each of these branches is deeply forked; 
and it is obvious that if the splitting of the branches were carried much 
farther the number of the branches of the radial sector would be increased 
by the interpolation of branches, instead of by the addition of branches at 
the distal end of the series, which is the more usual method. 

The probability that the addition of branches to the radial sector in this 
family is by the interpolation of branches makes it difficult if not impossible 
to determine the homologies of the branches when there are more than four 
of them; in such cases, the branches may be ntimbered (Fig. 207 and 208). 

In having the number of the branches of the radial sector increased by 
interpolation, the Nemopteridae resembles the Dilaridae. In this respect 
the family Nemopteridae differs from the other members of the myrmeleonid 
group of families, and the Dilaridae from the other hemerobiid families; 
each of these cases is an illustration of the fact that in the order Neuroptera 
different families exhibit very different methods of specialization of the 
wings. 

(u) THE WINGS OP THE APOCHRYSroiB 

The type of wing-venation characteristic of the Apochrysidae is exhi- 
bited by the wings of Apochrysa crcesus (Fig. 210). This is one of the most 
beautiful of neuropterous insects, with a wing expanse of 65 mm.; it is 
found in Japan. 

In general appearance the wings of this insect bear some resemblance to 
those of Chrysopa; but when they are carefully studied they are found to 
present the essential features of the wings of the myrmeleonid group of 
families. 
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The fore and hind wings of Apochrysa are very similar in appearance 
except that the hind wings are narrower than the fore wings and have fewer 
cross-veins. In spite of the striking similarity in appearance of the fore 
and hind wings they differ in structure. Here, as in the Myrmeleonidae, 
similar results have been attained by the use of different material. 

In Apochrysa veins Sc and Ri do not coalesce at the tip ; and, in the fore 
wings at least, there are a few cross-veins in the subcostal area. In 
Apochrysa crasus (Fig. 210), there is no hypostigmatic space in the fore 
wings, but there is one in the hind wings. In Apochrysa matsumura, there 
is a hypostigmatic space in both fore and hind wings. These are the only 
members of the family that I have studied. In both wings the radial, 
medial, and cubital forks are very near the base of the wing. 

In the fore wings vein Mi +2 extends nearly parallel with the inner 
margin of the wing. Vein Mj+4 coalesces with vein Cui, as in the Myrmel- 
eonidae; the free part of vein M3+4, the oblique vein, is very near the base 
of the wing (Fig. 210, o). Vein M3+4 + Cui is closely parallel with vein 
Ml +2. It is the forward curve in the course of these veins that produces 




Fig. 210. — Wings of Apochrysa croesus. 

the resemblance of these wings to those of Chrysopa. Vein Cuj is greatly 
reduced in length (Fig. 210, CU2), it appears to anastomose with the first 
anal vein, but a microscopic examination of the two species before me shows 
that the two veins are separate; the space between them, however, is so 
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nanx)w that it was impracticable to represent it in the figure without 
exaggerating it. There are three anal veins. 

In the hind wings vein Mi +2 anastomoses with the radial sector a short 
distance beyond the radial fork. Vein Mi+4 is a direct continuation of the 
stem of media and extends parallel with vein Mi+« nearly to the tip of the 
wing. The cubitus is greatly reduced in length; the basal portion of vein 
Cuj is transverse, appearing like a cross-vein. Here, as in the fore wing, 
veins Cu2 and ist A are so closely parallel that it is impracticable to repre- 
sent them separate in the figure. 

A superficial examination of the wings of this insect would lead one to 
believe tiiat the two longitudinal veins parallel with the inner margin of the 
wing are homologous in the two wings. This is true of the first of these 
veins, this is vein Mi+i in both wings; but the second vein is vein M3+4 + 
Cui in the fore wings and vein Ms +4 in the hind wings. This condition of 
structures similar in appearance but differing in composition is quite 
analagous to the condition in this part of the wing in the M)nineleonidaB. 

(v) THE WINGS OF THE CONIOPTERYGIDiB 

The family Coniopterygidae includes a small number of very aberrant 




Mi^A 



Fig. 211. — ^Wings of SemidaUs aleurodiformis (After 
Enderlein). 

members of the order Neuroptera. They are the smallest members of the 
order, and in all of them the venation of the wings is considerably reduced. 
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The wings, and the bcxiy as well, are covered by a powdery eflBorescence, 
which gives the insects a very characteristic appearance. 

The family has been monographed by Enderlein ('06), who figures the 
wings of a large proportion of the known species. This author uses the 
wings of Semidalis aleurodiformis (Fig. 211) to illustrate the type of wing- 
venation characteristic of the family. Although these wings represent as 
generalized a condition as is found in the family, even here the radial sector 
is reduced to a two-branched condition, and this is true also of the media; 
the second and third anal veins coalesce at the base ; and there are but few 
cross-veins. No accessory veins are present. In this species the fore and 
hind wings are qtdte similar in venation. 

Among the more striking modifications of this typical form are the fol- 
lowing: In two genera, Aleuropteryx and Helicons ^ vein R4+5 has the 
appearance of being a branch of media, the radial sector appearing to be 
unbranched and the media three-branched. Media is unbranched in both 
fore and hind wings of Coniocomposa and in the hind wing of Coniopteryx. 
In the genus Conwentssia, of which two species are known, the fore wings do 
not differ markedly from those of Semidalis, but the hind wings are very 
small and their venation is greatly reduced. 
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CHAPTER X 
THE WINGS OF THE EPHElfERIDA 

(a) THE MORE GENERAL FEATURES OP THE WINGS OF THE EPHEMBRIDA 

In the order Ephemerida or May-flies the wings are triangular in out- 
line, and delicate in structure; they are usually furnished with a consider- 
able number of intercalary veins and with many cross-veins (Fig. 212.) 

The presence of intercalary veins is correlated 
with a corrugation of the wings by which the 
well known fan-like form has been produced; 
there being a remarkably perfect alternation 
of so-called convex and concave veins. When 
at rest, the wings are held upright; they are 
never folded over the abdomen. No anal furrow has 
been developed. 

In this order a marked cephalization of the flight 
function has taken place, which has resulted in a great 
reduction of the hind wings of all living forms. In some 
cases (CcBnis et al.) this has gone so far that the hind 
wings are wanting (Fig. 213); but at least one pair of 
wings are'' present in all members of this order. 

In a few genera {Oligoneuria et al.) both pairs of wings 
are furnished with but few vdns. It requires only a 
little study, however, to convince one that these genera 
with few-veined wings are degraded and not generalized. It is in the fore 
wings of those forms in which many wing-veins have been retained that 
the homologies of the wing-veins are most easily determined. 

(6) THE TRACHEATION OF THE WINGS OF THE EPHEMERIDA 

Comstock and Needham C98) made the first attempt to determine the 
homologies of the wing-veins of May-flies by a study of the tracheation of 
the wings. In this paper we made the following statement: 

**We have studied the tracheation of many nymphs of 
May-flies, but with results much less satisfactory than those 
we have reached in a study of other orders ctf insects with 
many-veined wings. In all nymphs of May-flies that we have 
examined, a greater or less reduction of the tracheae appears 
to have taken place; and in many of them a large proportion 
of the longitudinal veins contain no tracheae. And, too, the 
presence or absence of a trachea in a vein appears to have little significance. 
As an example of this the wings of two nymphs are before the writer, in which 

(214) 
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A May-fly. 




Pig. 213.— 
C(Bnts, 
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the venation is so similar that there is not the slightest difficulty in traring 
the homologies of the veins. In one, the radial sector and the media contain 
well preserved tracheae; in the other, there is not the slightest trace of a 
trachea in these veins. On the other hand, in the latter, the cubital trachea 
is forked, one of the branches traversing vein Cu*; while in the former, the 
cubital trachea is simple." 

Our knowledge of the tracheation of the wings of May-flies remained in 
the unsatisfactory condition indicated above until qtute recently; when 
Miss Anna H. Morgan published the results of an extended study of the 
tracheation of the wings of insects of this order (Morgan '12). 

In the course of this study Miss Morgan examined with great care the 
wings of a large number of nymphs, representing fifteen genera. These 




Fig. 214. — Hypothetical type of tracheation of wings of 
insects. 

were Epeorus, Iron, Ameletus, Ephemera, Blasturus, Hexagenia, Polymi- 
iarcys, Ephemerella, Siphlurus, CaUibcEiis, Chirotonetes, Heptagenia, LepUh 
pidebia, Choroterpes, and CcBtris, Figures showing the tracheation of the 
wings of these nymphs and of the venation of the wings of the adults of the 
same genera are given in her paper. 

This work was done in the entomological laboratory of Cornell 
University; and its progress was carefully followed by Dr. Needham 
and myself. We both accept Miss Morgan's conclusions, although in 
some respects they differ from those that we have published; and the 
homologies of tracheae and wing veins indicated later are based on her 
conclusions. 

The basal connections of the tracheae of May-flies differ, as was shown 
by Comstock and Needham C99), from those of all other insects in which 
they have been examined. In the May-flies a single large trachea enters 
each wing (Fig. 215). This trachea arises from the spiracular trunk of one 
side of the thorax and, after giving off a branch to the corresponding leg. 
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passes directly to the base of the wing. Here it divides and subdivides 
into several branches which become the principal tracheae of the wing. 

In all other forms that we have studied there are two large tracheae that 
enter the wing, each being the origin of a group of the principal longitudinal 




Fig. 215. — Wing of nymph of Epeorus humeralis 
(After Morgan). 

tracheae. This has been shown in the discussion of the hypothetical type 
of wing tracheation (see page 16). The figure representing this hypotheti- 
cal t5rpe is repeated here for convenience of reference (Fig. 214). 

The two groups of principal tracheae referred to above have been 
designated as the cosio-radial group and the cubtto-ancU group, respectively. 
When the two groups are distinct, as is the case in the Plecoptera, in certain 
cockroaches, and in some of the Homoptera the medial trachea is a member 
of the costo-radial group. For this reason it is thus represented in the 
hj^othetical type (Fig. 214). But in most insects there has been developed 
a transverse trachea connecting these two groups of tracheae. The position 
of this transverse basal trachea of the wing is indicated in the figure of the 
hj^othetical type by dotted lines. Frequently the transverse basal 
trachea is indistinguishable from the two n[iain trunks which it connects; 
the three forming a single, continuous, transverse trachea, from which arise 
all of the wing tracheae. When a transverse basal trachea is formed the 
medial trachea tends to migrate along it towards the cubito-anal group of 
tracheae, and often becomes united with that group. Examples of these 
different conditions are given elsewhere in this book. 

With these facts in mindlet us try to understand the origin of the unique 
condition of the air supply of the wings of May-flies. In the wings of 
nymphs of the genus Epeorus, Miss Morgan foimd a small trachea which 
springs from the cubito-anal branch and extends inward toward the body 
nearly parallel with the main stem (Fig. 215, cu-a). This she suggests may 
be a remnant of the trachea from which the cubito-anal tracheae originally 
branched. 

If this conclusion be correct, the single large trachea (Fig. 215, c-r), 
which is now the chief if not only source of air supply for the wing, was 
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developed from the stem of the costo-radial group of tracheae; and that 
part of the branch of this stem that extends to the origin of the cubito-anal 
group of tracheae, and from which the medial trachea arises, represents the 
transverse basal trachea (Fig. 215, tr). 

{c) THE HOMOLOGIES OF THE WING-VEINS OP THE PORE WINGS OP THE 

EPHEMERIDA 

Figure 215 represents the fore wing of a full grown nymph of Epeorus 
humeralis, in which the developing veins were visible. Although a con- 
siderable reduction of the tracheae has taken place, the basal portion of each 
of the principal tracheae is preserved. Figure 216 represents the venation 
of the wing of the adult of the same species. The lettering of these two 
figures will serve to indicate the now accepted view regarding the homolo- 
gies of the tracheae and of the wing veins. 

Costa occupies its usual position on the front margin of the wing. The 
subcosta is closely parallel with the costa and is unbranched. The radius 
is also parallel with the costa; and it appears to be an unbranched vein. 
Media divides in the typical manner into four branches. The cubitus also 
has its typical form being two-branched. And three, more or less branched 
anal veins are present. Several intercalary veins are also present; the 
more prominent of which are IMi, IR^, IM3, and ICui. 

In the Ephemerida, as in the Odonata. the branches of media have 
moved forward so as to occupy the field of the radial sector. The result 
of this modification is that radius appears to be an unbranched vein 
(Fig. 216, R). 

Whether a vestige of the radial sector remains or not is an interesting 
problem. Between veins Mi and IRs there is a vein which appears to be a 




Fig, 216. — Wing of adult Epeorus humeralis 
(After Morgan). 

branch of vein Ml. This may be merely an intercalary vein; but there is 
good reason to believe, as pointed out by Miss Morgan, that this is a vestige 
of the radial sector; consequently it is designated as vein Rg. (Fig. 
216, Rs). 
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In the Odonata, where the area of the radial Sector has been occupied by 
some of the branches of media, the complete history of this invasion can be 




Fig. 217. — ^Wing of nymph of Heptagenia itUerpuncUita 
(After Morgan). 

seen by a study of the ontogeny of representatives of the suborder Anisop- 
tera, as is demonstrated in the discussion of the wings of that order. Here 
the radial sector is preserved as an unbranched vein; and it retains its 
connection with the n[iain stem of radius, although it occupies a position 
between certain of the branches of media, usually between veins Mi 
and Ms. 

In the suborder Zygoptera the distal portion of the radial sector is as 
well preserved as in the Anisoptera; but in this suborder the trachea Rs 
has lost its connection with trachea R and has become joined to the medial 
trachea. 

With this evidence of the switching of the base of the trachea R^ to the 
medial trachea in the Zygoptera it is not difficult to believe that the invasion 
of the radial area by media in the Ephemerida has produced a similar result. 




Fig. 218. — Wing of adult Heptagenia interpunctata 
(After Morgan). 

The truth of this conclusion would be firmly established if one could 
find generalized May-flies in which trachea R^ retains its connection with 
trachea R. The search for such forms was made by Miss Morgan, and 
resulted in the finding of one species in which the connection of trachea R^ 
with trachea R frequently exists. This insect is Heptagenia interpunctata, 
A large number of the wing-pads of this species were examined; half of the 
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wing-pads showed this connection, while half of them showed no sign of it. 
Figure 217 shows the tracheation of a wing of a nymph in which the connec- 




Fig. 219. — Wing of a nymph of Hexagenia (After Morgan). 

tion of trachea R^ with trachea R was retained; and Figure 218 represents 
the venation of the adult of the same species. 

It is evident that in Heptagenia interpunciata we have a species that 
illustrates a transitional stage in the switching of the basal connection of the 
trachea R^. In some individuals the primitive connection of trachea R^ 
with trachea R is retained; in others, trachea R^ has been transferred to 
trachea Mi. With this fact in view I have no doubt that the vein which 
Miss Morgan designated as vein Rg? is really vein Rg; and I suggest the 
omission of the note of interrogation. 

The series of wings of nymphs figured by Miss Morgan shows a remark- 
able evolution of the tracheation, which consists of a continuous reduction 
of large tracheae and a replacement of them by small tracheal branches. 




Fig. 220. — Wing of a nymph of LeptophUbia (After Morgan). 

Three figures selected from the series given in her paper will serve to 
illtistrate this, (Figs. 219, 220, and 221). 

((f) THE CORRUGATIONS OP THE WINGS OF THE EPHEMERIDA 

The fan-like structure of the ephmerid wings has been referred to by 
many writers. But it is worth while to point out in this place the degree 
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of perfection that has been reached in the alternation of convex and concave 
veins. In the accompanying table the names of the convex veins, those 




Fig. 221. — Wing of a nymph of Siphlurus (After Morgan). 

veins that follow the crests of ridges, are printed in boldface type; while 
the names of concave veins, those that follow the furrows, are printed in 
ordinary Roman type. 



TABLE OF THE WING-VEINS OF THE EPHEMERIDA 

The convex veins are indicated by boldface type 



BASE OF WING 


DISTAL PART OF WING 


ABBREVIATIONS 


Costa 


Costa 


C 


Subcosta 


Subcosta 


Sc 


Radius 


Radius 


R 




Media one 


Ml 




Intercalary vein Mi 


IMi 


Media 1+2 


Radial sector 


R. 




Intercalary vein R, 


m. 




^ Media two 


Ma 




Media three 


M3 


Media 3+4 


Intercalary vein Ms 


IMs 




Media four 


M4 




Cubitus one 


Cui 


Cubitus 


Intercalary vein Cui 


ICui 




^ Cubitus two 


CU2 


1st Anal Vein 


1st Anal vein 


1st A 


2d Anal Vein 


2d Anal vein 


2d A 


3d Anal Vein 


3d Anal vein 


3d A 



It will be seen by reference to the table that the alternation of convex 
and concave veins exists in all parts of the wing. In the basal portion of the 
wing convex and concave principal veins alternate except in the case of 
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media, which forking at the base of the wing plays the part of two principal 
veins; vein Mi+i being concave and vein Ms +4, convex. • 

The chief branches of the principal veins, counting media as two veins, 
are of the same nattire as the principal veins, except in the case of the radial 
sector; but an alternation of convex and concave veins has been attained 
by the development of intercalary veins, which in each case differ from the 
veins between which they are situated. In the area of vein Mi +2, where 
the supposed radial sector is interpolated, it requires two intercalary veins 
to complete the alternation, veins IMi and IRg. 

In addition to the intercalary veins enumerated in the table many 
other intercalary veins are developed at the margin of the wing in a more or 
less irregular manner; but wherever a second intercalary vein extends far 
into the disk of the wing it is accompanied by a third, one being convex, the 
other concave, except in the anal area where intercalary veins are more of 
the nature of braces, like cross-veins. 

Correlated with the development of a triangular form of wing, which 
involves an expanding of its outer margin, is the fact that the secondary 
longitudinal veins are all added distally in the May-flies. But the method 
of development of these veins appears to be radically different from what it 
is in the Neuroptera. There the accessory longitudinal veins are preceded 
by tracheae, which arise as fine twigs at the tips of older tracheae, and which 
in the coiu'se of phylogenetic development branch off from the parent 
trachea farther and farther from the margin of the wing, thus making 
room for the development of other twigs. Here, in the May-flies, the 
secondary longitudinal veins are evidently thickened folds, each of which 
arose more or less nearly midway between other veins, with which, at first, 
it had no connection. 

A fact of prime importance in the study of the homologies of the wing- 
veins of May-flies is that the corrugations of the wing are the most per- 
sistent features of it. Hence the most important criterion for determining 
the homology of a vein is whether it is a concave or a convex one. This is 
especially true of the hind wings where a variable ntunber of the veins have 
been lost. 

The stiffening of the costal margin of the wing by the formation of a 
subcostal furrow has been attained in most of the orders of insects; and in 
several of them the formation of folds has extended, to a greater or less 
degree, to other parts of the wing. But as a rule, the latter method of 
specialization has not been the most important one in perfecting the wing. 
In the Odonata it has been carried farther than elsewhere except in the 
Ephemerida. But in the Odonata it has been supplemented by other 
methods of specialization, with the result that an exceedingly efficient organ 
of flight has been developed in that order; while in the Ephemerida the 
cephalization of the flight-function and the corrugating of the wings have 
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been the chief lines along which specialization has extended. The former 
has doubtless added much to the efficiency of the wings; but a too dose 
adherence to the latter method of specialization has resulted in the forma- 
tion of a rather indifferent organ; although it is the most perfect develop- 
ment of its peculiar type. 

(e) THE HOMOLOGIES OP THE WING-VEINS OF THE HIND WINGS OP THE 

EPHEMERIDA 

The hind wings of the Ephemerida are always reduced in size and in 
venation; even in the most generalized forms some of the wing-veins are 
wanting. This fact has made it difficult to determine the correspondence 
of the veins of the fore and hind wings. 




Fig; 222. — Fore wing of ChiroUmeUs albomanicatus (After Morgan). 

In the course of the preparation of this account, it occurred to me to 
make use, for this purpose, of a criterion that had not been previously 
employed, that is the corrugations of the wings. 

It is probable that in the evolution of the fan-type of wing in this order 
the two pairs of wings became corrugated in a similar manner; this we know 
to be the case in the Odonata; that is, the same veins become convex or 
concave, as the case may be, in the two pairs of wings. 

After the corrugations had become established, it is not at all probable 
that in the course of the reduction of the hind wings concave veins should 
become convex or that convex should become concave. 

In the table on page 220 the nature of the veins, whether concave or 
convex is indicated; and in Figure 222, which represents a fore wing, and 
Figtu'e 223, which represents a hind wing, both of ChiroUmetes albomanicatus 
the convex veins are designated by plus signs and the concave veins by 
minus signs. 

A study of these two figures shows that there is a qtdte close corres- 
pondence between the venation of the ttvo wings. The more striking 
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features in the reduction of the hind wing are the following: the base of 
vein Mi+j has atrophied; veins R^ and IR^ are entirely lost; and vein 

^^ ^ ICui, extends to the base 

\ \Tr^^ ^^ ^^^ wing. 

The correctness of the 
conclusions regarding the 
homologies of the veins 
of the hind wing indicated 
above are confirmed by 
a study of the tracheation 
of the wings of the njrmph 
of this species as figured 
by Miss Morgan (Fig. 
224). Note especially 
the absence of tracheae 
between tracheae Mi and 
Ml, correlated with the 




wing of 
(After 



Morgan). 



loss of veins R^ and IR^, and also the separation of tracheae Cui, and 
Cui dose to the base of the wing-pad, which admits of the extension of the 
intercalary vein ICui, to the base of the wing of the adult. 

These two features, the loss of vein R^ and IR, and the basal extension 
of vein ICui are the ones that rendered difl5cult the recognition of the 
homologies of the veins of the hind 
wings before use was n:iade of the 
corrugations of the wings for this pur- 
pose. Unforttmately the value of this 
criterion did not occur to us at the 
time Miss Morgan's paper was written, 
which accounts for the differences 
between her conclusions regarding the 
homologies of the veins of the hind 
wings and those stated here. 

In concluding this account of the 
hind wings of May-flies, I wish to call 
attention to the prominent, forward 
projection of the humeral angle. This is a specialization which insures the 
synchronous action of the two wings of each side, as it causes the wings to 
overlap to a great extent. 




Fig. 224. — Tracheation of a hind wing 

of a nymph of ChiroUmeUs alhomani- 

catus (After Morgan). 
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225. — A dragon-fly. 



CHAPTER XI 
THE WINGS OF THE ODONATA 

(a) THE MORE GENERAL FEATURES OF THE WINGS OF THE ODONATA 

In the Odonata the wings are long and narrow and are finely netted with 
cross-veins; the hind wings are as large as or larger than the fore wings; 

and each wing has on its cos- 
tal margin a joint-like struc- 
ture, the nodus. 

In the dragon-flies, sub- 
order Anisoptera, the wings 
are held extended at right 
angles to the length of the 
body when the insect is at 
rest (Fig. 225). 
In this suborder the wings 
are exceedingly efficient 
organs of flight; few if any 
insects exceeding the dragon-flies in rapidity of flight. The damsel-flies, 
suborder Zygoptera, are furnished with more delicate wings, which, as 
a rule, are folded together above the abdomen 
when not in use (Fig. 226), although in the Lestinae 
they are partly spread. « 

The most distinctive feature of the wings of the 
Odonata is the fact that in the course of their onto- 
genetic development one or more, usually two, of 
the branches of the medial trachea invade the 
area of the radial sector. This results in vein Rg 
occupying a position behind one or more, usually 
two, of the branches of media. This remarkable 
phenomenon is discussed more at length a little 
later. There are reasons to believe that a similar 
invading of the area of the radial sector by media 
takes place in the Ephemerida. With this excep- 
tion it is distinctively characteristic of the Odonata. 
The growth of our knowledge of the homologies 
of the wing-veins within the order Odonata has been 
a gradual one and is the result of the contributions of many authors; chief 
among whom are Hagen, Walsh, and Baron de Selys-Longchamps. But 
a complete understanding of the correspondence in detail of the wing- 
veins of the Odonata with those of the wings of insects of other orders 

(224) 




Fig. 226. — A damsel-fly. 
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based upon irrefutable ontogenetic evidence is largely due to the labors 
of Professor J. G. Needham. This author, in collaboration with the writer, 
first traced the development of the venation through a series of nymphal 
stages (Comstock and Needham '98-99), and in a later paper (Needham 
'03) he greatly extended his observations on the venation of the wings of 
insects of this order. More recently, Tillyard ('14) has made some emen- 
dations and additions to the nomenclature of parts of the anal area. The 
following account is based on these three papers. 

While it is easy to recognize the homology of some of the wing-veins of 
Odonata by a study of wings of adults, there are other veins whose identity 
was not suspected tmtil the ontogenetic studies referred to above were made. 

The richly veined wing of a dragon-fly, at first sight, shows little in 
common with the hypothetical type. And even when the tracheation of 
the wing of an old nymph is studied, there are found some striking dis- 




Fig. 227. — ^Wings of nymphs of Gamphus descriptus, early stages 
(From C. & N.) 

crepancies. But in the budding wing of a young nymph we find an 
arrangement of the tracheae which is almost that of the typical wing. 

Figure 227 represents the tracheation of two nymphs of Gomphus 
descriptus. The wing figured at A was only one ndllimeter in length. 
Here is a costal trachea with some anterior twigs, a subcostal trachea with 
a terminal fork, a radial trachea with its sector unbranched, a three- 
branched medial trachea, a cubital trachea which is two-branched in the 
usual way, and a single anal trachea with three branches, which may repie- 
sent the three anal trachea, fused at the base. 

At B in this figure is represented the tracheation of a somewhat older 
wing, one measuring three millimeters in length. Here the trachea Mi +2 
has shifted its position and lies across the base of trachea Rs*, and trachea 
Ml Hes in front of trachea Rg. The medial trachea is now four-branched. 
The costal and anal tracheae are outrun by the others in the occupation of 
the new territory formed by the growth of the wing, and remain relatively 
short. 

In the wing of a grown nymph (Fig. 228) is seen the culmination of these 
tendencies. Trachea M2 has followed trachea Mi ; both of them now lying 
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in front of trachea Rj. The costal trachea is greatly reduced or, rather, 
outstripped by its competitors; the same is true in a less degree of the 
subcostal and anal tracheae. At this stage the veins, which are not repre- 
sented in this figure, appear as pale brownish thickenings; surroimding all 
of the principal tracheae, and also surrounding the small tracheae and anas- 
tomosing tracheoles, which tend to group themselves in the positions of the 
cross-veins. 

Plate V is a reproduction of a photograph of the wings of a grown 
nymph of Gomphus descriptus in which both the tracheae and the forming 
wing-veins can be seen. A comparison of this figure with Figure 229, which 




Fig. 228. — Tracheation of the wings of a grown nymph of Gomphus descriptus 

(After Needham '03). In the specimen figured the first branch of the 

anal vein of the fore wing was switched to vein Cu. In the 

hind wing this branch was normal. 

represents the wings of the adult, and also with the two preceding figures 
(Figs. 227 and 228) will enable the reader to see the correctness of the 
conclusions regarding the homologies of the wing-veins, which are indicated 
by the lettering of Figure 229 and Figure 230. See also Plate IV, 
Fig. I. 

An important factor in the strengthening of the svings of the Odonata 
is the development of a series of corrugations. This has resulted in certain 
veins becoming convex and others concave; that is the wings are of the 
spread fan-like type. In fact the wings of the Odonata are the most perfect 
examples of this type known. 
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The degree of perfection of the alternation of convex and concave veins 
that has been evolved in the wings of these insects is shown in the following 
table by the use of two kinds of t5ri)e, one indicating convex veins and the 
other concave veins. 

As a branch of a convex vein may be concave, or a branch of a concave 
vein be convex, it is necessary, in order to indicate the relation of the comi- 




Cftj Oft 



Pig. 229. — ^Wings of Gomphus descriptus. In the front wing cells or areas 
are labeled; in the hind wing, veins. 

gations to the venation, to indicate the nature of each vein in different parts 
of the wing. For this purpose four transverse lines have been selected and 
the nature of the veins crossed by each is indicated in a separate column. 




Fig. 230. — Base of wing of Cordulegaster sayi. 
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TABLE OF THE WING-VEINS OP THE ODONATA 

The convex veins are indicated by boldface type 

BASE OF WING BEYOND ARCULUS 

Costa Costa 

Subcosta Subcosta 

R 



Mi+i+8 



M4 

Cu, 



BEFORE 


NODUS 


BEYOND NODUS 


Costa 




Costal margin 


Subcosta 




R 




Ri 

[Ml 


M,-H . 




IM, 

I M, 


br 




R. 


M, 




M, 


M4 




M4 


' Cui 




Cui 


. Cu, 




Cu, 



R + M . 

Cu + A 
A' 



Beyond the nodus, there are present, in addition to the veins listed in 
the last column, a variable number of intercalary veins. As a rule these are 
alternately convex and concave where more than one are present between 
two primary longitudinal veins. 

The alternation of convex and concave veins, as shown in the table, is 
perfect in each of the four selected regions of the wing. In the attainment 



Cu^A 




Fig. 231. — ^Wing of Diastatomma liasina. (Westwood's figure enlarged.) 

of this result some remarkable changes in the nature of veins have taken 
place. When the convex vein M separates into two stems beyond the 
arculus, vein Mi +2+8 becomes concave while vein M4 remains convex. 
The concave vein Cu separates into the concave Cui and the convex Cuj. 
It is impracticable to introduce the intercalary veins into this table on 
account of their variability in number and extent of development in differ- 
ent members of the order. An exception has been made in the case of vein 
IMi, in the last column. This has not been done merely to make perfect 
the alternation of convex and concave veins listed in this column; although 
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it serves this purpose well. In the oldest member of this order known, 
Diastatofftma Hasina (Fig. 231), this intercalary vein is well-developed. It 
may be regarded, therefore, as one of the primitive veins of this order. Its 
appearance antedates the development of the nodus, and also that of the 
secondary anal vein, two of the most distinctive features of modem dragon- 
fly wings. In most of the recent Odonata, however, this vein is less 
distinct than it is in Diastatomma. 

This table will be found useful for the purpose of identifying the veins 
when in doubt; as the nature of a vein, whether convex or concave, and its 
relative position with regard to other more easily recognizable veins will 
serve as sure criteria. 

The corrugations of a wing can be best seen by examining it from a point 
a little above or below its outer end. When viewed in this way, the wing 
is seen to present a series of prominent, alternating ridges and fiurows. 

(6) THE SPECIAL FEATURES OF THE WINGS IN THE ODONATA 

In general the veins and areas of the wings of the Odonata are desig- 
nated as in the accounts of the wings of other orders of insects; but there 
are certain features in the wings of insects of this order that are peculiar to 
them, and that have made necessary the adoption of a set of special terms, 
which are here defined. The following list indicates the abbreviations used 
to designate these special features of the wings of the Odonata in the 
illustrations. 

Abbreviations. — ^a', secondary anal vein; ac, anal crossing; oi, anal loop; 
aZ', supplemental anal loop; aw, antenodal cross- veins; at, arcultis; aspl, 
apical supplement; at, anal triangle; 6a, basal anal area; fer, bridge; ca, 
cubital area; cw-a, chief cubi to-anal cross-vein; cual, cubito-anal loop; 
cuspl, cubital supplement; IMu IRsj etc., intercalary veins; w, mem- 
bnmule; tnspl, median supplement; w, nodus; 0, oblique vein; pn, post- 
nodal cross-veins; g, quadrangle; rspl, radial supplement; 5, super- 
triangle; sn, subnodtis; sq, subquadrangle; st, stigma; t, triangle; f, 
subtriangle; x, trigonal supplement. 

The stigma. — ^The stigma of the Odonata, like that of certain other 
insects, is a limited area on the costal margin of the wing, between the 
middle of its length and the apex of the wing, which is more dense and 
usually darker in color than the other parts of the wing (Fig. 229, st). The 
stigma is termed the pterostigma by many writers. 

*The stigma is developed upon the cutting edge of the wing at the point 
of greatest impact against the air. It would seem to serve the double 
purpose of firmly imiting the veins of the front margin and of increasing the 
^ciency of the wing stroke by adding weight at this striking point. Its 
shape and extent vary considerably and are often characteristic of groups; 
but the stigma seems not to contain in itself such characters for the critical 
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determination of the course of specialization as are furnished by surrounding 
parts." (Needham '03). 

The nodus. — "The nodus is the stout cross-vein near the middle of the 
costal border of the wing, joining the costa, the subcosta, and the radius. 
It is traversed by a more or less evident suture, maJdng a flexible and elastic 
joint which, without loss of strength in the parts which need rigidity, would 
seem to allow more effective flexion of the distal parts of the wing" (Need- 
ham *03), (Fig. 230, «). 

The subnodus. — That portion of the radial sector which tmites the lower 
end of the nodus with the median vein is the subnodus (Fig. 230, sn). 

The oblique vein. — The short oblique portion of the radial sector appear- 
ing as a cross-vein behind vein M2 is the oblique vein (Fig. 230, 6). 

It should be observed that the radial sector fuses with vein Mj for a 
little way, carrying the oblique vein a variable distance beyond the sub- 
nodus. 

The bridge. — The vein secondarily developed to connect the radial sector 
proximally with a branch of media, usually vein Mi+j, is termed the bridge 
(Fig. 230, fcf). 

The formation of the bridge. — **Ia the adult wing the bridge exhibits 
no evidence of an origin different from that of the radial sector, with 
which it is strictly continuous. But a study of the tracheation of the 
wings of nymphs reveals the secondary nature of the origin of the bridge 
Plate VI, Fig. 2 is a reproduction of a photograph of a portion of a wing of 
^ Anox Junius, showing the crossing of the radial sector, and the origin of the 
trachea that precedes the bridge. The latter is a small twig which arises 
from the distal end of that portion of the radial sector which becomes the 
oblique vein, and extends towards the base of the wing in a direct line to the 
media. This method of formation of the bridge is characteristic of the 
Aeschnidae. 

**In most Libellulidse a trachea, or a bunch of tracheoles, descends from 
near the base of the radial sector and forks at the level of the bridge, one 
branch going to the distal end of the oblique vein, the other going in a 
diametrically opposite direction to the media, (Plate VI, Fig. i). 

"The illustrations just given exhibit the structure of these parts in 
nymphs of the suborder Anisoptera. In the suborder Zygoptera (Calop- 
terygidae and Agrionidae) there exists a striking difference. If we compare 
adult wings of the two suborders, there can be no question as to the identity 
of vein Rg, or as to its homology in the two groups. But in the suborder 
Zygoptera, so far as known to us, the tracheae Rg is a branch of the medial 
trachea. The base of Rs, however, forms an oblique vein, and a bridge is 
developed secondarily, as in the Anisoptera. It is probable that there has 
been a switching of the base of the trachea R^ from trachea R to trachea M. 
One has only to examine a well-mounted wing of any dragon-fly nymph to 
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Fig. I. — The region of the nodus in a right wing of a 
nymph of LibeUul pulchella. (From C. and N.) 




Fig. 2. — The region of the nodus in a left wing of a nymph of 
Anax Junius. (From C. and N.) 
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see in the universal anastomoses of tracheoles, communications already set 
up between principal tracheae, any one of which might be enlarged, should 
necessity arise for the entrance of air from a new quarter. Following this, 
the atrophy of the old connection would complete the switching ; which, we 
believe is what has happened in the Zygoptera. It follows from this that, 
so far as this portion of the wing is concerned, the Zygoptera depart more 
widely from the primitive type than do the Anisoptera" (Comstock and 
Needham '98). 

Plate VII, Fig. i represents a part of a left wing of a grown nymph of 
Lestes rectangtdaris and shows the radial sector trachea attached to the 
median trachea; but it also shows a developing vein in the typical position 
of the subnodus. And in the wing of the adult (Fig. 232) the position of this 
vein and its oblique direction, differing in this respect from the cross-veins 




Fig. 232. — Wing of LesUs reclangularis. 

between veins Ri and Mi clearly indicate that it is the subnodus. Evidently 
this part of the radial sector has been preserved although its trachea has 
been lost. 

In his later work Dr. Needham ('03) points out several modifications 
of this region of the wing in the Zygoptera. **Either the attachment of the 
radial sector to media was made at three different places, or else, since its 
reattachment, it has taken a different course in each of the three different 
series within the suborder Zygoptera. In the Lestinae we find it separating 
from vein Mj far beyond the subnodus, the point of its departure marked 
by a more or less evident oblique vein, and a long bridge formed about 
numerous approximated tracheoles and small tracheae, mainly derived from 
neighboring branches of the media. In the Agrioninae (5. str.) it separates 
from vein Mi +2 near the nodus, and there is neither bridge nor oblique vein. 
In Calopteryx it separates from vein Mi +2 far to the proximal side of the 
nodus, and about in the more usual position of the proximal end of the 
bridge; indicating that in this group at least a recurrent trachea, such as 
precedes the bridge in the Aeschnidae, may have developed into the basal 
attachment of the radial sector to media.** 

In most Odonata the distal part of vein Rg lies between veins M2 and Ms, 
or in other words, only two branches of media have invaded the radial area 
of the wing. But in the Australian Neosiicia canescens as figured by 
Tillyard both trachea Mi +2 and M3 pass over the trachea Rg. 
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On the other hand it is suggested by Tillyard that * 'forms like Diphlebia, 
which show a peculiar oblique vein imder vein Mi far distad from the 
subnodus, need also a thorough investigation; since in such cases the vein, 

p 1/ ^ ^ at present taken to be Mj 

— I |^ | <r; . 1 . 1 — 1| — I . \ ' v^ f A^» i^^y eventually prove to be 
br-^J—XJ—^i^^ — i U-UJ — XX^. none other than R, itself." 

Fig. 233.— A detail from the region of the nodus of Returning to the Anisop- 

Petalura gigantea showing the bridge and two tera, one more interesting 

obhque veins, o and o (From Needham 03). ,. _ . . , ^. *J 

modification of the radial 

sector will be noted. In the wings of some dragon-flies, there exist two 

oblique veins; this is well-shown in the wings of Peialura gigantea (Fig. 

233)- 

The existence of two oblique veins is doubtless due to a division of the 
radial sector trachea into two branches one of which follows the course of 
trachea M2 for a greater distance than the other This condition was 
observed by Needham in the wing of a nymph of Cordulegaster dtastatops 
(Fig. 234) ; but in the wing of the adult of this species only one oblique vein 
is recognizable; evidently the second has become transverse as is the case 
with the oblique vein in Lestes rectangularis (Fig. 232). 

In connection with this division of the radial sector trachea, there arises 
a problem, the solution of which may be of considerable taxonomic impor- 
tance. Is this condition a primitive one or has it been acqtiired? If it be 
a retention of a primitive condition, the second oblique vein is vein Ri+t 
and the first is R4+6; but even in this case the two branches coalesce so 
that in its distal part vein R^ is unbranched. 

The intercalary veins. — ^A result of the development of the fan-like type 
of wing in this order is the development of a greater or less nttmber of 
secondary longitudinal veins. Many of these veins appear to be of the 
accessory vein type; but there is no doubt that they arose as intercalary 
veins, and became attached directly to the principal veins secondarily. 

All of the stages in the devel- 
opment of an intercailary vein y i ; ; / / i J^> 1*^^^ 
can be seen by studying the dis- ^J^ ( ' * t^^^^r^^**^^^^^^"*^^*^ 
tal end of a few wings of mem- ^^^ * W"^^^*^* ^^"'^ ^"^ ^"^^ 

bers of this order. As a result ^ ^^,^^<^^^^i^^ ^'^ J^ ^^^^i^ .^^i?, 
of the formation of folds in the fA^ ^^ ' ' • 7 " "^'''^"^'V"^'^'^^ \ 
wing there is a marked tendency ~ ^^ •' \ n 

for the zigzag lines of cross- Fig. 234.— Tracheation of the nodal region of 
veins between adjacent rows of a ^i^ig of a nymph erf CorduUgasler 

,, ^ , .. • t-i. J dtastatops (From Needham 03). 

cells to become straightened 

along the crest of a fold or along the bottom of a furrow, and thus an 

intercalary vein is formed. The proximal end of such a vein is usually 

connected by cross-veins to both of the two veins between which it is 
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fonned. Intercalary veins in this order do not end free as they com- 
monly do in the Ephemerida. 

Excellent illustrations of the modification of what is obviously an inter- 
calary vein into one that appears to be an accessory vein can be seen by 
comparing homologous veins in the fore and hind wings of Chalcopteryx 
rutilans (Fig. 235), as was pointed out by Needham ('03). In this species 
vein IMib of the hind wing is obviously an intercalary vein; but in the 
front wing this vein appears to be a branch of vein M?. The same differ- 
ence eixsts between veins IRsa of the two wings; that of the fore wing 





Fig. 235. — Wings of Chalcopteryx rutilans. 

appearing to be a branch of vein M3, while that of the hind wing is but little 
more closely connected with vein M3 than it is with vein R^. 

The resemblance of the intercalary veins to accessory veins is even more 
marked in the wings of nymphs of this order than in the perfected wings. 
This is due to the fact that in the Odonata there has been developed a most 
wonderful extension of the tracheation of the wings; not only are the 
principal veins traversed by tracheae, but they penetrate every cross-vein as 
well. It is not strange, therefore, that branches of the principal tracheae 
extend into the intercalary veins, giving them the appearance of accessory 
veins. This is well-shown in the wings of a nymph of Gomphas descriptus 
(Plate V). 

The intercalary veins were termed interpolated sectors by Needham ('03 ), 
the term sector being commonly used in the older terminologies for branches 
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of veins in this order (see table at the end of this chapter) . But for the sake 
of uniformity with descriptions of the intercalary veins of other orders, and 
because the intercalary veins are not primarily branches of principal veins, 
I have not used the term sector in this connection. 

The supplements. — In many of the Odonata there exists in the broader 
areas of the wings secondary longitudinal veins of an adventitious nature; 




Fig. 236. — Wings of Anax Junius. 

these were termed supplements by Needham ('03 ). The supplements are 
developed independently of tracheae and may extend in a direction more or 
less transverse to that of the intercalary veins. 

Five supplements have been named; two of these are shown in the 
wings of Anax Junius. One, which is situated behind the radial sector, is 
the radial supplement (Fig. 236, rspl)] the other, which is situated behind 
vein M4, is the median supplement (Fig. 236, mspl). 

The third supplement is well-shown in the wings of Orihemis; this 
occurs in the area Mi and resembles the two supplements just described; 
it is termed the apical supplement^ Fig. 240, aspl. The fourth is the 
trigonal supplement; this starts from the outer side of the triangle and 
extends outward; it is, as a rule, less definite than the radial and median 
supplements, being more obviously the result of a straightening out of the 
zigzag line between two rows of cells. Sometimes it joins the median 
supplement ; in other cases, there is one row of cells between its distal part 
and the median supplement ; both conditions exist in the wings of Boyeria 
irene (Fig. 237, ^, x) ; the former in the hind wings; the latter in the fore 
wings. 
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The fifth named supplement is the cubitcd supplement. This is described 
later; it is found in the cubito-anal loop of the Libellulidae. 

The manner of development of a supplement is illustrated by Plate 
VIII, Fig. I which represents a part of the wing of a grown nymph of Anax 
Junius. The principal trachea shown is the radial sector trachea, whose 
branches extend into intercalary veins; the strong developing vein that 
sets across them, bending toward the radial sector trachea at both ends, is 
the radial supplement (rspl). It will be seen to be a purely cuticular vein, 
without trachea of its own (Needham '03). In Fig. 2 of the same plate, 
both the radial and the median supplements are shown. 

The antenodal cross-veins. — Much use is made in taxonomic work of the 
two series of cross-veins that are nearest the costal margin of the wing. 
Those of these cross-veins that are situated between the base of the wing 
and the nodus are termed the antenodal cross-veins (Fig. 230, an). The 
first of these two series of antenodal cross- veins extend from the costa to the 
subcosta; the second, from the subcosta to the radius. The antenodal 
cross-veins are termed the antecubital cross-veins by some writers. 

''Specialization is to be traced among these cross-veins in their reduction 
in nimiber and matching in position in the two series, and in the hyper- 




Fig* 237. — Wings of Boyeria irene. 



trophy of some of them to form stout triangular trusses, which entirely fill, 
in section, the furrow between the costa and radius. Two antenodals, some 
distance apart, are thus hypertrophied in most Aeschnidas, one at either 
side of the arculus; in the Thorinae, but one, and that one meeting the 
arculus; in Synthemis, alternate antenodals are thickened, but to a less 
degree." (Needham '03). 
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The postnodal cross-veins. — The two series of cross-veins nearest to the 
costal margin of the wing and between the nodus and the apex of the wing 
are termed the postnodal cross-veins (Fig. 230, pn). The first of the two 
series of postnodal cross-veins extend from the costa to vein Ri ; the second, 
from vein Ri to vein Mi. The postnodal cross-veins are termed the 
postcubital cross-veins by some writers. 

The arculus. — Near the base of each wing there is what appears to be a 
cross- vein extending from radius to cubitus and from which media appears 
to arise; this is the arculus (Fig. 230, ar). The arculus is really composed 
of a section of media and a cross- vein. 

For a short distance near the base of the wing radius and media coalesce 
(Fig. 230, R H- M). The double nature of this vein is readily seen by an 
examination of the wings of an adult, and in the grown pupa the radial and 
medial tracheae are closely parallel in this region of the wing (Fig. 228). 
At the point where the two veins separate media suddenly bends away from 



R^-Afy 




Fig. 238. — Diagram of the arculus. 

the radius and extends for a short distance towards the inner margin of the 
wing; it then makes another sudden bend and extends towards the outer 
margin of the wing. Frequently, as in Cordulegaster (Fig. 230) the veins 
Ml +2 +3 and M4 separate before the second bend is made in which case two 
veins api^ear to arise from the arculus. That part of the arculus that 
extends from this second bend in media to cubitus is formed by a cross-vein; 
this cross-vein is termed the posterior arculus (Fig. 238, pa). 

The triangle of the Anisoptera. — In the suborder Anisoptera or dragon- 
flies there is near the base of the wing, a well-marked area of the wing, which 
is usually triangular in outline (Fig. 230, /) ; this area is termed the triangle. 
This name is applied to this area even when it is not triangular in outline. 
The various modifications of the triangle and of the adjacent cells are much 
used in taxonomic work. 

The triangle is formed as follows : a short distance beyond the arculus, 
the cubitus makes a sudden bend and extends for a short distance towards 
the inner margin of the wing, to the point where it divides into veins Cui 
and Cu2. From each end of the short section of the main stem of cubitus 
that extends transversely to the length of the wing a cross- vein extends to 
vein M4, the two cross- veins reaching M4 at the same point or approximately 
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PLATE VII 




Fig. I . — Basal part of a left fore wing of a nymph of Lestes rectangtdaris. 
(7rom Xcjdham, '03). 




Fig. 2. — Basal part of a left fore wing of Lanthus parvulus. 
(From Needham, '03). 
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THE WINGS OF ODONATA 237 

SO. These two cross-veins and the transverse section of the cubitus outline 
the triangle (Plate IV, Pig. i). 

The triangle in Gomphus consists of a single cell; but frequently this 
area is divided by one or more cross-veins into two or more cells (Fig. 237). 

The supertriangle. — This term is appUed to an area of the wing lying 
immediately in front of the triangle and extending towards the base of the 
wing to the arculus (Fig. 230, 5). Like the triangle, this area of the wing 
may consist of a single cell, as shown in Figure 230, or may be divided by 
one or more cross-veins (Fig. 237). 

The anal veins, — In the course of the evolution of the anal area of the 
wings of insects of this order, there has been a specialization by reduction, 
which has resulted in the preservation of a single anal vein. 

There is available no data showing the course of this reduction. In the 
youngest nymphs that we have studied there is a single branched vein in the 
anal area of each wing; and it is impossible to determine whether this 
represents one, two, or all three of the primitive anal veins. For this 
reason this vein is designated as the anal vein, without any predicate, and 
its principal branches as Ai, Aj, A4, and A4. The use of the terms ist A, 
2d A, and 3d A, for this purpose would indicate homologies that we do not 
know to exist. 

The anal crossing. — The anal vein coalesces with vein Cu for a short 
distance at the base of the wing (Fig. 230, Cu + A) ; and then separates 
from vein Cu and extends another short distance transversely to the length 
of the wing (Fig. 230, ac) ; it then makes a second abrupt turn and extends 
outward. The short section of this vein that extends transversely has 
been designated by TiUyard {*i4) the anal crossing (ac). See also Plate IV, 
Fig. i). 

The anal crossing has the appearance of a cross-vein, and has been 
regarded as one; it is the first cubito-anal cross-vein of Needham's paper 
C03). Needham, however, furnished the data upon which the conclusions 
regarding the course of the anal vein, as stated above, were based. His 
figures of the tracheation of the nymphal wing of Lanthus parvidus (Plate 
VII, Fig. 2) and of the nymphal wings of Gomphus descriptus (Plate V) were 
what first suggested these concltisions. 

Although Needham recognized the course of the anal trachea, he 
believed, at the time he first figured it, that it did not indicate the course of 
the anal vein; but that the basal part of the anal trachea had been shifted 
forward from the position in which the anal vein is later developed, and that 
the vein marked A' in Figure 230 is the basal part of the anal vein. 

Tillyard (*I4) has shown, however, that the vein A' is a secondarily 
developed bridge between the anal crossing and the base of the wing; a 
conclusion that was independently reached by the writer before Till)^rd's 
paper was received in this country. 
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It is difficult to see what should cause the anal trachea to assume so 
erratic a course if the direct channel remained open, as was assumed by 
the earlier view. There are well-known instances where the tracheation of 
the wings of pupae do not correspond with the venation of the adult wings; 
the Hymenoptera is an excellent illustration of this. But in the Hymenop- 
tera the development of the tracheae of the wings has been retarded so that 
the formation of the vein cavities precedes the tracheation of the wings. 
When the tracheae push out into the previously formed wing-veins, they fol- 
low the most direct paths and do not preserve their primitive arrangement. 
In the Odonata the development of the tracheae precedes the formation 
of the vein cavities and consequently the conditions are very different from 
what they are in the Hymenoptera. In other parts of the wings of Odonata 
there is a close correspondence between tracheatibn and venation; it is 
fair to asstmie that this is the case in the anal area also. 

The course of the anal 
vein, coalescing with cubi- 
tus for a space and then 
bending abruptly away, 
is quite analogous to the 
course of media which 
Fig. 239,— Westwood'shgure oiDiastatommaliasina coalesces with radius for 
(rrom Brodie). ^ 

a space and then bends 
abruptly away to form part of the arculus; evidently the same forces have 
acted on these two pairs of veins to produce similar results. 

The secondary anal vein. — The figures referred to above (Plate VII, 
Fig. 2 and Plate V) show that the anal trachea gives off a branch that 
extends from the distal end of the anal crossing towards the base of the 
wing. This is trachea A4 of Tillyard C14), and is the precursor of a longi- 
tudinal vein, which has been regarded as the anal vein. It is evident, 
however, that this is a secondary vein, which has been developed in a way 
analogous to the development of the bridge of the radial sector. It has 
been designated by Tillyard ('14) the secondary anal vein or vein A'. 

If vein A' be a secondary vein, obviously there must have been a period 
in the phylogeny of the Odonata when it did not exist, f orttmately there has 
been preserved a record of this condition. 

The oldest fossil remains of the Odonata are from the Lower Lias. 
There are but few of these, Handlirsch lists six species, and in only two of 
them is the anal area of the wing well-preserved. But in one of these two, 
Diastatomma Hasina (Fig. 231 and 239) the area back of the coalesced 
cubitus and anal veins is furnished with an irregular network of veins, and 
vein A' is wanting. 

This remarkable species was described and figured by Strickland ('40) ; 
but a more careful figure "drawn from the original" was made by Professor 



Digitized by 



Google 



THE WINGS OF ODONATA 239 

J. O. Westwcxxi for the work on Fossil Insects by Brodie ('45). Figure 239 
is a photographic reproduction of Westwood's figure. 

It is evident from Professor Westwood's figure that while the venation 
of the wing is not well-preserved in some parts of the wing it is distinctly- 
preserved in the anal area. 

The basal anal area. — ^At the base of the wing there is a defiintely out- 
lined area, which is bounded in front by vein Cu+A, distally by the anal 
crossing, and behind by the secondary anal vein, vein A'. This may be 
termed the basal anal area (Fig. 230, ba). 

The cubital area, — ^That area of the wing which lies between the main 
stem of cubitus and the anal vein, and which is bounded proximally by the 
anal crossing, may be termed the cubital area (Fig. 229, ca). This area 
corresponds to cell Cu of iasects with few wing-veins. In many genera this 
area consists of two cells, the second of which is the subtriangle (Fig. 230, <')• 

The anal triangle. — In some of the Anisoptcra there is a well-marked 
triangular area which is bounded in front by vein A' and distally by vein 
Ai; this is known as the anal triangle (Fig. 230, at). 

The tnernbranule. — In the Anisoptera there exists at the base of the anal 
area a portion of the wing which is not traversed by veins and which is 
usually of darker color than the adjacent parts of the wing; this is the 
membranule (Fig. 230, m). 

The chief cubitch-anal cross-vein. — ^There is a cross-vein that extends 
across the cubital area from the main stem of cubitus to the anal vein that 
is present in so large a proportion of the members of this order and which is 
of so much taxonomic importance that it merits a distinctive name. It has 
been termed the second cubito-anal cross-vein; but this name is no longer 
tenable, the so-called first cubito-anal cross-vein being a part of the anal 
vein, the anal crossing; the term chief cubito^nal<ross-vein is, therefore, 
suggested for .this vein (Fig. 229, cu-a). 

The subtriangle. — ^That part of the cubital area of the wing that is 
beyond the chief cubito-anal cross-vein, and which is boimded on one side 
by the triangle, is termed the subtriangle (Fig. 230, t'). The subtriangle 
may be a single cell or it may be divided by cross-veins (Fig. 237). 

The subtriangle is not so constantly a definite area of the wing as is the 
triangle; for in many genera it is not distinctly set off from the remainder 
of the cubital area, owing either to the absence of the chief cubito-anal 
cross-vein, or to the presence of several cross-veins, making it difficult to 
determine the chief cubito-anal cross- vein (Fig. 237). 

The anal loop. — In many of the Anisoptera the broadly expanded anal 
area of the hind wings is strengthened by an arrangement of certain of the 
veins which has been designated the anal loop. The anal loop is fotmd 
especially in the subfamily Aeschninae and throughout the family Libel- 
lulidae, and varies greatly in form in the different members of these groups. 
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The hind wing of Gomphus descriptus (Plate IV) may be taken as an 
illtistration of a wing which lacks an anal loop. In this wing veins Ai, At, 
and Az extend in a nearly parallel direction to the inner margin of the wing. 

In Cordulegaster sayi (Fig. 230) vein Ai coalesces with vein Cuj for a 
short distance and then extends obliquely towards the anal angle imtil it 
is met by a branch of vein A2, in this way there is enclosed a polygonal 
space between veins Ai and Aj and is formed what is termed the anal loop 
(Fig. 230, a/). 

The supplemental anal loop. — In some genera of the Aeschninae there 
exists a second anal loop, which is termed the supplemental anal loop this 
is shown in the hind wing of Anax Junius (Fig. 236, al'). 




Fig. 240. — Wings of Orthemis ferruginea. 

The cubito-anal or foot-shaped loop. — In the Libelltdidae vein Ai is 
greatly shortened; it ends at the point where it joins vein Cuj at the 
posterior comer of the triangle (Fig. 240). The result of this is that the 
loop formed in the anal area is developed between veins Aj and CU2; 
for this reason it is termed the cubito-anal loop (Fig. 240, cual). On account 
of its peculiar form it was termed by Needham the foot-shaped loop; and for 
the same reason Tillyard designates it the Italian loop, as it resembles in 
outline a map of Italy. 

The cubital supplement. — The cubito-anal loop is divided longitudinally 
by a midrib-like vein, which is not formed about a trachea; this vein is 
termed by Tillyard ('14) the cubital supplement (Fig. 240, cuspl). 

The quadrangle of the Zygoptera. — In the suborder Zygoptera, or damsel- 
flies, the cubitus and its first branch, vein Cui, extend in a comparatively 
direct course from the base of the wing outward (Plate IV, Fig. 2); the 
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PLATE VIII 




Fig. I . — Small portion of a left wing of a nearly grown nymph of 
Anax Junius, (Photographed by J. G. Needham). 




Fig. 2. — Right wing of a nymph of Anax Junius, 
(Photographed by J. G. Needham) . 
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Fig. 241. — Base of wing of Heliocharis, 



abrupt bends in these veins in the region of the triangle, which are so 
characteristic of the Anisoptera, are only slightly developed here. This 
results in the areas corresponding to the triangle and supertriangle of the 

Anisoptera being in a direct 
line and forming a quadrangu- 
lar area, which is termed the 
quadrangle (Plate IV, Fig. 2,q), 
In a large part of this order, 
the cross-vein separating the 
parts of the quadrangle cor- 
responding to the triangle and 
the supertriangle of the Anis- 
optera is lacking, in which case the quadrangle consists of a single cell 
(Plate IV, Fig. 2, ^). In some members of this suborder, as Heliocharis, 
it is present. In Figure 241 representing the base of a wing of a species of 
this genus, the two cells of the quadrangle are labeled t and 5 to facilitate 
comparison with figures of wings of Anisoptera. In certain other members 
of this suborder the quadrangle is divided into several cells by cross-veins 
(Fig. 242). 

The subquadrangle of the Zygoptera. — The cubital, area of the wing is 
usually quadrangular in outline in the Zygoptera, and is termed the sub- 
quadrangle, as it lies immediately behind the quadrangle (Plate IV, Fig. 2, 
sq). Like the quadrangle, it may consist of a single cell or it may be divided 
by cross-veins (Fig. 242). 

(c) THE METHODS OF SPECIALIZATION OP THE WINGS OP THE ODONATA 

The more striking of those feattires that distinguish the wings of the 
Odonata are easily observed; and most of them do not occur in the wings 
of other insects. They are the following: the invading of the area of the 
radial sector by one or more of the 
branches of media, this probably occurs 
also in the Ephemerida; the peculiar 
arrangement of the veins that has 
resulted in the formation of the triangle 
of the Anisoptera and the quadrangle 
of the Zygoptera; the presence of the 
nodus, this is very distinctive in ap- 
pearance, but a nodal furrow occurs 
in certain other insects, as in Cicada, 
for example; the development of a secondary anal vein; and the most 
perfect development of the spread fan-like type of wing. An approach 
to the latter* is seen in the Ephemerida; and may have existed in the 
Protodonata, a group of insects of the Carboniferous period, that are 




Fig. 242.— Base of wing of Hetaerina. 
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believed to represent the connecting link between the Palaeodictyoptera and 
the Odonata, and in which there was an even greater ntimber of intercalary- 
veins developed than exists in the Odonata. 

The characteristics enumerated above exist in all wings of the Odonata 
known excepting one. In Diastatomma liasina (Fig. 231), which was found 
in the Lower Lias in England, there is neither a nodus nor a secondary 
anal vein. This is one of the oldest of the Odonata known, and may be 
regarded as the nearest approach to the stem form of the Odonata yet dis- 
covered. The presence in this wing of a well-developed intercalary vein in 
area Mi (Fig. 231, IMi) indicates that the perfection of the alternation of 
convex and concave veins had already been attained. 

Passing from the consideration of those specializations that distinguish 
the order Odonata as a whole to those that mark its subdivisions, we come 
into a field that can be adequately treated only by those having a very 
extended knowledge of the order, a field that the writer will not presume to 
enter. A notable contribution to it has been made by Professor Needham 
in his "A Genealogic Study of Dragon-fly Wing- Venation'* C03). As 
anyone working in this field will need to consult this fundamental paper, I 
will not take the space to abstract it here. 



(d) COMPARISON OP TERMINOLOGIES OP THE WING-VEINS OP THE ODONATA 
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CHAPTER XII 
THE WINGS OF THE PLECOPTERA 

(a) THE MORE GENERAL FEATURES OF THE WINGS OF THE PLECOPTERA 

The members of this order have four membranous wings (Fig. 243). 
In some genera the branches of the principal veins are reduced in number 

and there are comparatively few 
cross-veins; in others, accessory veins 
are developed and there are many 
cross-veins. The hind wings are a 
Uttle shorter than the fore wings, but 
usually, owing to the expansion of the 
anal area, they are considerably larger 
than the fore wings. No organ for 
imiting the two wings of each side 
has been developed. When at rest 
the wings are folded over the abdo- 
men. In a few members of the order 
the wings of the male are greatly 
reduced in size, and in some males 
the wings are wanting. 




Pig. 243. — Pteronarcys dorsata. 



(b) THE TRACHBATION OF THE WINGS OP THE PLECOPTERA 

The most striking feature of the tracheation of the wings of the Plecop- 
tera is the absence of the basal transverse trachea; there being no connec- 
tion between the costo-radial and the cubito-anal groups of tracheae (Pig. 
244). This is a generalized feature, which has been observed as yet only 
in this order, in certain cockroaches, and in some Homoptera. In each of 
these cases, the medial trachea is a member of the costo-radial group. 

In the wings of nymphs of the Plecoptera, the cross-veins are not pre- 
ceded by tracheae (Fig. 244). It is easy therefore to distinguish the cross- 
veins from the other veins in this order by a study of the wings of nymphs. 
It should be noted, however, that in certain genera, as Acroneuria and 
Pteronarcys for example, accessory veins are developed on the front side of 
subcosta and of the terminal portion of radius-one that are commonly called 
cross-veins; but as these are preceded by tracheae and as the true cross- 
veins in other parts of the wing are not preceded by tracheae in this order, 
these are evidently accessory veins. 

In some forms, as in Pteronarcys, tracheae other than those that precede 
the wing-veins penetrate the wings; this is especially true in the area 

(243) 
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between the subcostal trachea and the costal margin of the wing and in the 
area between the subcostal trachea and the radial trachea. In some cases 




Fig. 244. — ^Wings of a nymph of Nemoura (From C. & N.). 

at least, these tracheae do not arise from the same trunks as do those 
tracheae that precede the wing veins.* 

(c) THE CLASSIFICATION OF THE PLECOPTERA 

• As it is necessary in the following discussion of the wings of the Ple- 
coptera to refer to the divisions of the order, and as the classification adopted 
here has hot been included in any of the text books, I give a brief outline of 
it. ' It is the classification proposed by Dr. Gunther Enderlein ('09). 

Enderlein divides the order Plecoptera into two suborders, the Holog- 
natha and the Systellogriatha. In the former he includes three families; 
in the latter, two, as shown by the following table: 

r Fam. Gripopterygidae 

Suborder Holognatha | Fam. Capniidae 

i Fam. Nemouridae 

e u J o . 11 .-u i Fam. Pteronarcidae 

Suborder Systellognatha <^ -r* i--i 

( Fam. Perlidae 

♦I have been greatly aided in my study of the tracheation of the wings of the Plecop- 
tera by the opportunity of examining an extended series of photographs and sketches 
of the wings of nymphs made by Miss Lucy W. Smith, which she kindly placed at my 
disposal and which supplement in several important particulars those made by Dr. 
Needham and myself. 
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The family Gripopterygidae is believed to include the most generalized 
of living Plecoptera, on account of their strongly developed mandibles; and 
the Capniidae and Nemotuidae are associated with this family because in 
these families also the mandibles are well preserved. On the other hand» 
in the Pteronarddae and Perlidae only vestiges of mandibles exist. 

It may be that farther studies will show that this is not a natural 
division of the order; but with the data at hand it seems to be the best 
grouping of the families yet suggested. 

The family Gripopterygidae is restricted to the tropics and to the 
Southern Hemisphere; the other four families are well represented in the 
United States and Canada. 

In my studies of the wings I have been unable to find any characters 
indicating a dichotomous division of the order; each of the methods of 
specialization observed exist in both the Holognatha and the Systellognatha, 

(d) THE SPECIAL FEATURES OP THP WINGS OP THE PLECOPTERA 

One of the more striking features of the venation of the wings of the 
Plecoptera is a lack of uniformity in the number and courses of the sub- 

z: 




2dA 
Fig. 245. — ^Wings of Isogenus sp, 

ordinate veins. Not only are striking differences in wing-venation to be 
observed between different members of the same species, but frequently 
the wings of the two sides of an individtial will vary greatly in venation. 
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This is especially true as to the number of cross-veins and the branching of 
the veins in the distal parts of the wings. On the other hand, the characters 
presented by the trunks of the principal veins are quite constant. 

There is one characteristic of the wings of the Plecoptera that is so 
constant that it may be considered an ordinal character. This is the fact 
that in the wings of the adult the radial sector of the hind wings is attached 
to media instead of to radius (Fig. 245). 

This switching of the radial sector of the hind wings is true only of the 
venation of the adult. In the wings of nymphs the trachea Rs is a branch 
of trachea R (Fig. 244).* 

There are certain feattu*es of the wings of Plecoptera, which although 
not always constant, occtu* in so large a proportion of the members of the 
order that they may be considered characteristic; these are the following, 
all of which are represented in Figure 245 : 

The presence of the radial cross-vein (Fig. 245, r). The absence of 
cross-veins in cell R and in the basal part of area Ri. Cross-veins are found 
in cell R in Pteronarcys. 

The strengthening in the fore wing of the area between media and vein 
Cui and of that between veins Cui and Cu2 by the development of many 
cross-veins. 

The reduction of media to a two-branched condition. 

The reduction of the radial sector to a two-branched condition. This 
fact is apparent only after an extended study of the wings of stone-flies. 
In many cases, of which the form represented by Figure 245 is one, acces- 
sory veins have been developed on vein R2-i-«, which appear to be the 
primitive branches of the radial sector. But these accessory veins are 
very inconstant in number and position. I am convinced that only the 
first forking of the radial sector, the division of it into veins Rj+j and 
R4+6 has been retained from the stem form of the order. The farther 
branching of either of these veins is too erratic to be considered primitive, 
frequently differing in the wings of opposite sides of an individual insect. 

The unbranched condition of the first anal vein in both fore and hind 
wings; rarely, as in some species of Pteronarcys, the first anal vein is 
branched at the tip. 

In the unbranched condition of the first anal vein the Plecoptera 
resemble the Orthoptera. But the Plecoptera differ from the Orthoptera 
in that in the expansion of the venation of the anal area only accessory veins 
are developed; intercalary veins are not found in the Plecoptera; although 
in the Australian genus Eusthenia (Fig. 246) there are what appear to be 

♦In spite of this fact, Klapalek C12) states: *'Im Hinterflugel finden wir in dem 
reifen Flugel keinen Sektor radii, dafur ist die Media zweimal g^abdt." In carrying 
out this idea, he incorrectly labels the branches of the radial sector and of media in his 
figure of the wing^venation. This is a remarkable example of a lack of appreciation of 
the value of ontogenetic facts. 
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the first stages in the development of intercalary veins, in the anal area of 
the hind wings. 

In concluding this brief summary of the special features of the wing of 
the Plecoptera it seems desirable to define some terms frequently used by 
writers on this order. 

The transverse cord. — In many genera of this order there is a nearly 
continuous series of cross-veins extending across each wing just beyond the 




Fig. 246. — ^Wings of Eusthtnia specalbiUs. 

middle of its length; this series of cross-veins is termed the anastomosis by 
writers on the Plecoptera. As it is not formed by an anastomosing of veins 
the use of the term, transverse cord, defined in chapter III, is preferable. 

The pterostigma. — In most members of this order a specialized ptero- 
stigma has not been developed; but the term pterostigma is commonly 
applied to the cell beyond the end of the subcosta and between the costa 
and vein Ri, even though it is of the same color and texture as the remainder 
of the wing. 

The basal anal celL — ^A very constant feature of the anal area of the 
wings of Plecoptera is the presence of a cross-vein near the base of the wing, 
which extends from the first anal vein to the second. The cell that is 
closed by this cross-vein is termed the basal anal cell (Fig. 245, ha). 



Digitized by 



Google 



248 THE WINGS OF PLECOPTERA 

Enderlein has introduced a new terminology of the veins of the anal 
area, which I think is unfortunate, as it tends to confusion. The veins of 
this area of all orders of insects have long been known as the "anal veins.** 
When Comstock and Needham determined that these veins were t5rpically 
three in number, we designated them as the first anal (ist A), the second 
anal {2d A), and the third anal (jd A) respectively. This preserved the 
term anal, by which they were generally known, and at the same time 
afforded a specific designation for each. 

Enderlein restricts the term anal (an) to the first anal vein; and desig- 
nates the second anal vein the axillary (ax), and the third anal vein the 
accessory (acce) . He nimibers the branches of the axillary vein from before 
backward, and those of the accessory vein in the opposite direction. 
(Zool. Anz. Vol. 28 p. 810). 

(e) THE PRIMITIVE PLECOPTEROUS TYPE OP WINGS 

The logical method of determining the various ways in which the wings 
of the different members of an order of insets have been specialized is 
to discover what is the most generalized type of wing-venation to be 
found within the order and then to trace the various wa3rs in which this 
type has been modified in the different divisions of the order. This 
method has been followed in the preparation of several of the chapters of 
this book. 

In carrying out this method the type of wing-venation that most closely 
resembles the hypothetical primitive type (Fig. 6, p. 16) is considered the 
most generalized and is used as a starting point from which to trace the 
various methods of specialization found within the order. 

In my efforts to apply this method to the study of the wings of the 
Plecoptera I have found what, at first, was a most perplexing array of facts. 
Forms were found that appeared to possess a generalized type of wing- 
venation. But when these forms were compared with closely allied forms, 
other species of the same genus for example, it was found that certain of the 
supposed generalized features were of little taxonomic value.* 

The lack of stability of the wing-venation is most apparent in the 
number and distribution of the cross-veins and in the number and courses 
of the branches of the longitudinal veins near the margin of the wings. 
This is especially true of the secondary branches of the radial sector and 



*The lac^ of stability of the wing-venation of stone-flies is apparent to any one 
that studies the order carefully, Ris ('96) in writing of the genus Dictyopteryx, after 
referring to the fact that it is practically impossible to find two specimens of the same 
species with identical wing-venation^ and that seldom individuals are found that show 
the same network of veins in the wmgs of the two sides, remarks: "£s sieht so aus, 
als ob sich diese Thiere fur die wenigen Tage, die sie als Imago zu leben haben, und 
fiir den geringen Gebrauch, den sie von ihren Flugeln machen, gar nicht den Ltunis 
eines streng gesetzm&ssig ausgebildeten Aderwerks gestatten k6nnten.'' 
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the secondary branches of media. In this region of the wings there are 
frequently striking differences between the wings of the two sides of 
individtial insects. 

I am convinced, as already stated in the discussion of the special 
features of the wings of the Plecoptera, that only the first forking of the 
radial sector, the division of this vein into veins R2+8 and R4+6, is primi- 
tive; and that in those cases where the radial sector is more than two- 
branched, the additional branches have been developed secondarily. 

It is also evident that only the first forking of media, the division of this 
vein into veins Mi+j and Ms +4, is primitive, for the farther branching of 
these veins is too inconstant and erratic to be considered primitive. 

The result of these conclusions is that forms that have only a two- 
branched radial sector and a two-branched media, like iV^mawra for example, 
are beUeved to resemble more closely what must be regarded as the primi- 
tive type of the order than do those in which these veins are more than two- 
branched, even though among them individuals may be found that much 
more closely resemble the hypothetical primitive type. In other words the 
known facts indicate that the Plecoptera have been evolved from a form 
in which the radial sector and the media where each only two-branched. 
In isome of the descendants of this primitive stone-fly the reduction of these 
veins has been carried still farther, in others, additional branches have been 
developed upon these veins, but in a very erratic manner. 

As yet paleontology affords Uttle data as to the form of the primitive 
members of this order, but what data we have tends to confirm the con- 
clusions stated above. I do not, however, place much weight on the 
paleontological evidence; for so few ancient Plecoptera are known that we 
can not claim to have an adequate conception of the ancient plecopterous 
fatma. Remains of two nymphs and one adult have been found in Jtirassic 
deposits; and this is all. the data that we have from times preceding the 
Tertiary. 

The adult from the Jurassic is Mesonemoura Maaki Brauer. The fore 
wing of this species is quite well-preserved and is quite similar to a wing of 
the recent genus Netnoura. 

Less than a score of species are known from the Tertiary; all of these 
belong to existing genera, and the greater number of them belong to the 
Nemouridae ; the otiier species are placed in the genus Perla, 

Returning to an examination of recent forms, from a study of which we 
must draw our conclusions, we find that the type of wing that I have 
concluded represents best the primitive plecopterous wing exists practically 
unmodified in one or both pairs of wings of representatives of four of the 
five families of the order; and in the fifth family, the Pteronarddae, where 
extended specialization by addition has taken place, the modification of 
it is comparatively slight. 
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The important features in which the assumed plecopterous type of wing 
differ from the hypothetical primitive type are the reduction of the radial 




Pig. 247. — ^Wings of GripopUryx tesseUata (From Enderlein '05, but 
with some changes in the labeling of veins). 

sector to a two-branched condition and a similar reduction of media to a 
two-branched condition. The following examples illustrate these features 
in each of the five families. 

The Gripopterygidse. — ^Figure 247 represents the venation of the wings 
of Gfipopteryx tesseUaia as shown by Enderlein C05). In the fore wing of 




Fig. 248. — ^Wings of Nemoura. 

this Species the radial sector and media are each clearly two-branched; 
but the branches of the radial sector coalesce ne^ly to the apex of the wing. 
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In certain closely allied forms, the coalescence is complete with the result 
that the radial sector is not branched. In the hind wing of this species the 
homology of the veins is somewhat obscured by an anastomosis of veins 
Mj+4 and Cui. 

In Eusthenia spectabilis (Fig. 246), the most **richly veined" member of 
the family that I have seen, the two-branched condition of both the radial 
sector and of media of both fore and hind wings is perfectly preserved. 

The Nemouridse. — In Nemoura (Fig. 248) the plecopterous type is per- 
fectly preserved in both fore and hind wings. A detailed discussion of the 
wings of Nemoura follows on a later page. 

The Periidae. — Irf the fore wing of Chloroperla sp. (Fig. 249), the radial 
sector and the media are clearly only two-branched; the same is true of 
the hind wing except that the homology of the veins is somewhat obscured, 
as in Gripopieryx, by an anastomosis of veins M8+4 and Cui. 



^4+5 




Fig. 249. — Wings of Chloroperla sp. 

The Capniidse. — In the Capniidae there appears to be a degeneration of 
the wing-venation, which has resulted in a remarkable lack of constancy in 
the courses of the veins, even within the limits of a single species. But it 
is easy to find examples, at least of fore wings, in which the plecopterous 
tjrpe of venation is fairly well preserved (Fig. 250). 
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^4+4 



A/.+i 



Fig. 250. — Wing of Capnia. 

The Pteronarcidse. — Of the three known genera representing this 
family, it is evident that so far as the venation of the wings is concerned the 
genus Pteronarcella is the most generalized.* 

In Pteronarcella badia (Fig. 251) the plecopterous type of wing-venation 
is very slightly modified. Media is clearly two-branched in both fore and 
hind wings. The first branch of the radial sector, vein Rj+>, bears a few 
branches; but here, as elsewhere in the order, a comparison of allied species, 
or even of different individuals of the same species shows that these branches 

^ ^ can not be considered pri- 

/ , I rTT/ ' ' ^^ ^ ^ — ^' mitive. 

The data given above 
show that in tracing the 
methods of specialization 
of the wing-veins in the 
Plecoptera we should start 
with a form in which the 
radial sector and the 
media are each only two- 
branched. I have selected 
Nemoura, the better known 
representative of the more 
generalized suborder, as 
the form with which to 
make comparisons. 
The tracheation of the wings of a nymph of Nemoura was figured by 
Comstock and Needham (Fig. 252). This represents very closely the 
hjrpothetical primitive type of tracheation except that the trachea of the 
radial sector and of media in both fore and hind wings are only two- 




Fig. 251. — Wings of Pteronarcella badia. 



*1 have seen neither specimens nor figures of Diamphipnoat which occurs in Chile. 
But as this is said to resemble Pleronarcys in having cross- veins in cell R of the fore 
wings, I feel warranted in making the above statement. 
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branched. But from the facts given above, this condition of the radial 
sector and of media may be considered as typical of the primitive plecop- 
terous wings. 

In Nemoura Comstock and Needham failed to find a costal trachea; 
but as we foimd a well-developed costal trachea in the closely allied genus 




Fig. 252. — Wings of a nymph of Nemoura (Prom C. & N.). 

T(BniopteryXy we may assume that this trachea was present in the primitive 
type of the order. 

The more important features of the primitive type of tracheation of the 
wings of the Plecoptera may be described as follows: 

The absence of tracheae in the cross- veins. 

The absence of a basal transverse trachea, and correlated with this, the 
origin of the medial trachea from the costo-radial group of tracheae. 

A t5rpical two-branched subcostal trachea without accessory tracheae. 
The trachea Sci extends to the margin of the wing; the trachea Sc2 extends 
towards trachea Ri until it nearly reaches it, and then curving away from 
this trachea extends to the margin of the wing. 

A typical radial trachea except that its sector is only two-branched. It 
should be noted that the radial sector trachea of the hind wing, like that of 
the fore wing, springs from the main stem of the radial trachea. But the 
switching of the radial sector of the hind wing to media is foreshadowed by 
the course of the forming vein (Fig. 252). 

A typical medial trachea except that it is only two-branched. 
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A typical two-branched cubital trachea. 

Three unbranched anal tracheae in the fore wing. 

Three anal tracheae in the hind wing; the first anal trachea is un- 
branched; the second and third anal tracheae are each two-branched. 

The characteristic features of the venation of the preanal area of the 
wings of the adtdt Nemoura (Fig. 248) need not be described in detail, as 
the veins follow quite closely the courses of the tracheae that precede them, 
which have been described above. There is an anastomosis of veins Scj 
and Ri in the region where the trachea Scj was closely parallel with trachea 
Ri ; and the radial sector of the hind wing has been switched to media. 

There are certain features of the venation of the anal area of the fore 
wing that merit special attention. In Nemoura, and in fact in the greater 
number of the genera of this order, the anal area of the fore wings contains 
three, and only three, unbranched anal veins. The first and second anal 
veins are connected by a cross-vein, near the base of the wing, which closes 
the basal anal cell. The third anal vein either coalesces with the second at 
the base of the wing; or, when the two veins are separate at the base, they 
anastomose opposite the basal anal cell.* 

(/) THE METHODS OP SPECIALIZATION OF THE WINGS OF THE PLECOPTERA 

If we accept the conclusion that the type of wings represented by 
Nemoura can be taken as illustrating the prin^tive plecopterous wings, 
there follows the conclusion that within this order the specialization of the 
wings has proceeded in opposite directions in different members of the order. 
In some there has been a farther reduction of the wing-venation; in others, 
a specialization by addition. 

An equally remarkable fact is that differences in the direction of the 
specialization of the wing-venation do not indicate important divisions of 
this order. Within a single family forms exist in which there has been a 
reduction of the wing-venation and also others in which the specialization 
has been by addition. 

A few illustrations of the riwre striking modifications of the primitive 
plecopterous type follow. 

Speciatization by reduction. — ^There are many cases of specialization by 
reduction in this order; a common example is the reduction of the radial 
sector of one or of both pairs of wings to an unbranched condition; this 
occurs in each of the five families. 



*Much use is made by systematists of the characters presented by this part of the 
anal area. When the coalescence or anastomosis of the second and third anal vein 
does not extend beyond the end of the cell, as in Isogenus (Fig. '245), it is said that 
**two simple veins extend from the cell below," when the union of these two veins 
extends beyond the limits of the cell, as in Nemoura (Fig. 248), it is said that *'asingle 
forked vein extends from the cell below." The inclusion of the word below in these 
expressions is to indicate that the first anal vein is not included in the enumeration. 
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A more striking example of specialization by reduction is afforded by 
certain forms in which the hind wings are so reduced in size that they are 
smaller than the fore wings and have fewer veins. An excellent illustration 
of this is the common Chloroperla cydippe (Fig. 253). In this species the 
radial sector of the fore wing is nearly reduced to an unbranched condition 
and in the hind wing this reduction is complete. The most remarkable 
feature, however, is the extreme reduction of the anal area of the hind wing, 
which results in the hind wing being much smaller than the fore wing. 

Set 

^ J?. 




Fig- 253. — ^Wings of Chloroperla cydippe. 

It is unnecessary to cite other examples of specialization by reduction, 
as they will be easily recognized when met. 

Specializatioa by addition. — ^A few examples of specialization by addi- 
tion are illustrated by the accompanying figures. The most convenient 
method of discussing these examples is to treat each of the principal veins 
of the wing separately. 

The subcosta. — In many genera there are in addition to the very con- 
stant humeral cross-vein other veins that extend from the subcosta to the 
costa. These are commonly termed cross-veins; but as they are preceded 
by tracheae and the true cross-veins are not preceded by tracheae in this 
order, they are morphologically accessory veins. These accessory sub- 
costal veins are present in the wings of Isogenus (Fig. 245); and the 
presence of a trachea in each was clearly evident in a pupal wing of Aero- 
neuria, which I studied. 

The radius-one. — ^Accessory veins, closely resembling those described in 
the preceding paragraph, extend from radius-one to the costal margin of 
the wing in some genera. These are also shown in Figure 245. 
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The radial-sector. Accessory veins are frequently developed upon the 
radial sector. In most cases when such veins are present they are borne by 
vein Ra+s; vein R4+6 is, as a rule, unbranched. Occasionally the arrange- 
ment of the accessory veins is such as to give the radial sector the appear- 
ance of preserving its primitive four-branched condition. But as already 
stated this condition is merely fortuitous. In Isogenus (Fig. 245), vein 
Ri+8 bears two accessory veins in the fore wing and one in the hind wing. 
In certain species of Acroneuria and in Pteronarcys several accessory veins 
is borne by this vein. As a rule, these accessory veins extend in approx- 
imately parallel courses except near the apex of the wing. But in certain 




Fig. 254. — ^Wings of Pteronarcys dorsata, female (Drawn by 
Miss L. W. Smith). 

forms, their courses are so irregular that in the adult wing the accessory 
veins and the cross-veins extending between them form a chaotic network. 
This is well-illustrated by the fore wing of Pteronarcys dorsata (Fig. 254); 
in the hind wing the confusion is not quite so great. 

The media, — ^Accessory veins are comparatively rarely developed on the 
branches of media, this vein remaining two-branched even when both the 
radial and the cubital areas are expanded. This is well-shown by Acro- 
neuria. 

The cubitus. — ^Accessory veins are frequently developed on the distal 
part of vein Cui. In Acroneuria for example, there are three such veins 
that are preceded by tracheae beyond the ordinary cross veins extending 
between veins Cui and Cu2, which are not preceded by tracheae. 
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Correlated with the development of one or more accessory veins on 
vein Cui there is a tendency of this vein to curve forward towards media, 
which frequently results in an anastomosis of these two veins. In the fore 
wing of Isogenus (Fig. 245) this extension forward of vein Cui is marked; 
but the cross-vein m-cu still persists. In the hind wing of this species, the 
cross-vein m-cu has been obliterated by the anastomosis of veins Ms +4 
and Cui. The result of this anastomosis is to produce the appearance of 
media being three-branched; but what appears to be the third branch of 
media is vein Cui. 

The first anal vein. — Occasionally, as in some species of Pieronarcys, the 
first anal vein is forked at the tip; but, as a rule this vein is unbranched in 
both fore and hind wings. 

The second and third anal veins.-=-The anal area of the fore wings is 
rarely expanded, the second and third anal veins remaining unbranched in 
most genera; but in a few cases, as in Pteronarcys (Fig. 254), these veins 
are branched. 

In the hind wings, the anal area is expanded in many genera; and 
correlated with this expansion, there is a branching of both the second and 
third anal veins; this is shown in Isogenus (Fig. 245) and in Pteronarcys 
(Fig. 254). 

The most remarkable expansion of the anal area of the hind wings that 
I have observed in this order is that of Eusthenia spectabilis (Fig. 246). 
There is here a certain resemblance to the hind wing of an orthopterous 
insect; for in several places there are what appears to be the beginnings of 
the development of intercalary veins. 
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THE WINGS OF THE CORRODBNTIA 

The winged members of this order have four membranous wings; the 
fore wings are larger than the hind wings; and both pairs when not in use 
are placed rooflike over the body, being almost vertical, and not folded in 
plaits. The wing-veins are prominent, but the venation of the wings is 
reduced. 

The determination of the homologies of the wing-veins in this order was 
a problem that sorely puzzled all who worked upon it imtil it was approached 
by the ontogenetic method by Comstock and Needham. As soon as we 




Fig- 255.-^The wings of Psocus (After C. & N.). 

studied the tracheation of the wings of nymphs the diflSculties vanished. 
These difficulties are due to the fact that what appear to be cross-veins are 
sections of longitudinal veins. 

The type of venation of the wings characteristic of the Corrodentia is 
well-illustrated by the wings of Psocus (Fig. 255). In the fore wings the 
branching of the longitudinal veins corresponds quite closely with the 
hypothetical type except that there is a reduction in the niunber of the 
branches, subcosta being unbranched, and radius and media being each 
only three-branched. In the hind wings, the venation is much more 
reduced. 

A study of Figures 256 and 257, which represent two stages in the 
development of the fore wing of Psocus will convince one of the correctness 
of the homologies of the veins indicated in Figure 255. These figures were 

(258) 
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made from photographs of wings, which were so mounted that the develop- 
ing wing-veins appeared as pale bands, and the wing-tracheae as dark Unes. 
A remarkable feature of the fore wing of Psocus (Fig. 255) is that, 
although it is braced in every direction, there is not a single cross-vein in it, 




Fig. 256. — ^Fore wing of a nymph of Psocus (After C. & N.). 

the bracing being accomplished by the zigzag courses of the principal veins. 
There is an arculus (ar) near the base of the wing, which is formed of the base 
of media ; and what appear as cross-veins in the central portion of the wing 
are sections of media and of cubitus. It was these apparent cross-veins 
that made the determination of the homologies of the wing-veins difficult 
before the tracheation of the wings was observed. 

Although there are no cross- veins in the wing represented by Figure 255, 
cross-veins exist in the wings of certain members of this order. In some 
genera the radial cross-vein is present and in some, instead of an anasto- 




^K' 257. — Fore wing of a full-grown nymph of Psocus (After C. & N.). 

mosis of veins M and Cui, these veins are connected by a medio-cubital 
cross-vein. Both of these cross-veins exist in the fore wing of Stenopsocus 
(Fig. 258). 
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In the remarkable genus Neurostigma described by Enderlein Coo) from 
Peru, the pterostigma of the fore wing is crossed by from eight to ten cross- 
veins. 

Enderlein ('03) in a paper on the Corrodentia of the Indo-Australian 
fauna adopts the uniform terminology of the wing-veins and gives an 
extended discussion of the venation of the wings of this order; this has been 
of much aid in the making of the following generalizations: 

The costa, — In Psocus, according to the observations of Comstock and 
Needham, the margin of the adult wing is tubular throughout, there being 

present an ambient vein. 

/^» ^'"^^ r> The costal and anal 

portions of this vein 
doubtless represent the 
costa and the third anal 
vein respectively, al- 
though the correspond- 
ing tracheae are appar- 
ently lost. The distal 
portion of this ambient 
vein was preceded by 
the anastomosing tips of 
all of the wing tracheae, 
as is shown in the figtires 
of the wings of nymphs. 
The subcosta. — ^The 
subcosta is not forked. 
In the fore wings of 




Fig. 258.— Wings of Stenopsocus (After Enderlein '03). 

A diagram in which the coalesced veins are 

represented separate. 



nymphs of Psocus (Fig. 256 and 257), the subcostal trachea extends 
unbranched to the apex of the wing, where its tip enters the forming ambient 
vein. In the wings of an adult Psocus (Fig. 255), the subcosta is short, and 
its tip coalesces with the radius in the fore wing and with the costa in the 
hind wing. In many genera the subcosta consists of two parts: a basal 
part which lies in the basal part of the costal cell and a distal part which 
extends from vein Ri to the costa at the base of the pterostigma, the inter- 
mediate part of the vein being lost. This condition is well shown in the fore 
wing oi Stenopsocus (Fig. 258). 

The radius. — The first forking of the radius, the separation into veins Ri 
and the radial sector, is quite typical. In the fore wing vein Ri curves 
back from the costa, boimding the pterostigma; in the hind wing the 
pterostigma is wanting. The radial sector is usually reduced to a two- 
branched condition, as in Psocus (Fig. 255) ; in some forms it is reduced to 
an unbranched condition, and in others it is not reduced, the four branches 
remaining separate. 
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The media. — ^The media coalesces with radius for a short distance at the 
base of the^wing; it then bends backward and joins cubitus with which it 
coalesces for a considerable distance; it is usually three-branched in the 
fore wings, but in Ptiloneura bidorsalis, described by Enderlein ('oo) from 
Peru, it is eight-branched. This is a remarkable departure from the 
almost tmiversal method of specialization in this order; and even in this 
genus, where accessory veins have been developed upon media, the radial 
sector is reduced to a two-branched condition. 

In the hind wings, media is usually reduced to an unbranched condition ; 
but in some forms it is forked. 

The cubitus. — ^The cubitus is quite widely separated from media at the 
base of the wing; this is well shown in the wing of a nymph of Psocus 
(Fig. 257) ; but it soon joins media, with which it coalesces for a considerable 
distance. In the fore wing, vein Cui anastomoses with media in some 
forms (Fig. 255), in others the two veins are connected by the medio- 
cubital cross-vein (Fig. 258), and in other forms there is no connection 
between veins M and Cui. Vein Cuj is short when present; it is wanting 
in some forms. In the hind wings cubitus is reduced to an unbranched 
condition. 

The anal veins. — ^As a rule the first and second anal veins are present in 
both fore and hind wings; in a few genera a short third anal vein is present 
in the fore wings. All of the anal veins are tmbranched. In the fore wings, 
the first and second anal veins usually end at the same point in the margin 
of the wing. 
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CHAPTER XIV 
THE WINGS OF THB EMBimmA 

Thb winged members of this order have two pairs of wings, which are 
qttite similar in form and structure. The wings are elongate, membranous, 
extremely delicate, and folded on the back when at rest. The venation of 
the wings is considerably reduced; this reduction has been brought about 




Fig- 259. — Fore wing of Oligotoma saundersi: A, the wing; B, 

outline of the wing showing the existing venation; C, outline 

of wing showing the venation restored (After 

Wood-Mason). 

both by the coalescence of veins and by the atrophy of veins. In a single 
species, Clothoda nobilis from South America, the cubitus bears accessory 
veins; but even in this species the radial sector is only three-branched and 
the media is reduced to an unbranched condition. The cross-veins are 
comparatively few in number. The females are always wingless; and in 
two of the eleven known genera both sexes lack wings. 

Each of the veins of the wings extends along the middle of a brown 
band; between these bands the membrane of the wing is pale in color. 

(262) 
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The alternating brown and pale bands give the wing a very characteristic 
appearance (Fig. 259, A). 

In those forms where the venation of the wings has been reduced by the 
atrophy of veins, the brown bands persist after the veins have faded out; 
hence it is easy to detennine by these bands the former position of veins 
that have been lost. In Figure 2 59, A represents the appearance of a wing 
of Oligoioma saundersi; B, the existing venation; and C, a restoration of 
the venation based on a study of the brown bands. Here and in other 
figures that follow, the restored veins are indicated by dotted lines. 

On each side of vein Ri there is a narrow line of deeper color than the 
brown bands; these lines have been termed, by Enderlein, the fore and 
hind radial border lines (Radiussaumlinie), respectively; these are repre- 
sented in the following figures by series of dots, parallel with vein Ri. 

The membrane of the wing is 

clothed throughout with fine setae, 

and along each vein and along each 

margin of each brown band there 

"^ is a series of larger setae. 

The tracheation of wings of 
nymphs has been studied by 
Fig. 260.— Wine of a pupa of EmWa/eocana Melander ('02), who has figured 
(Alter Melanaer). , ^ r^ 1 • /-r*. ^ \ 

that of Emota texana (Fig. 260). 

As the order is very poorly represented in the collections to which I 
have access, I have been forced, in my studies of the wing venation of mem- 
bers of it, to depend almost entirely on the published figures of wings of 
these insects. Fortunately there has recently appeared a monograph of the 
order by Enderlein ('12) in which figures of the wings of representatives of 
eight of the nine winged genera are given, and the wings of the remaining 
winged genus are described in detail. The following account is based on the 
data given by Enderlein. I have not seen the monograph of this order 
published by Dr. H. A. Krauss ('11); but have made use of one figure which 
is copied from it by Enderlein.* 

The wings of Embia sabulosa (Fig. 261) will serve to illustrate the fea- 
tiu"es of the wing-venation most conmionly f otuid in the wings of insects of 
this order. The subcosta is well-preserved, but is tmbranched; the radial 
sector arises near the base of the wing and is only three-branched, veins 




*In copying the figures of Enderlein I have made some slight changes in the lettering 
of the wing-vems. The vein that he designates the "Cubitalstamm {cust)** is vein Cuj: 
the accessory veins borne by vein Cui I nave designated as Cuia and Cuib instead of 
Cuj and Cus, his vein Cuj in this case is not homologous with the vein Cuj of the imiform 
terminology; and the vein that he designates as the "Axillaris (a*)" is the second anal 
vein of the unifonn terminology. The modification of the terminology of the veins 
of the anal area by this author is discussed in the chapter on the wings of the Plecoptera 
(p. 248). When media is two-branched, the two branches are doubtless veins M14-2 and 
M3+4, and not veins Mi and M2 as labeled by Enderlein. 
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Rj and R3 coalescing to the margin of the wing; the media is reduced to an 
unbranched condition; there is what appears to be a typical arcultis at the 
base of the wing; the cubitus is two-branched; the first anal vein is 




Fig. 261. — Wing of Embia sabulosa (After Enderlein, with some changes in the lettering 

of the veins). 

replaced by an anal furrow; the second anal vein is well-developed; and 
there are comparatively few cross veins. 

Illustrations of the more important modifications of the type of wing- 
venation possessed by Embia sabulosa are shown in the following figures. 




Fig. 262. — ^Wings of Donaconethis abyssinica (After Enderlein). 

In several genera veins Ri and R2+a coalesce at the tip; this condition 
is shown in Figures 259 and 262. 
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Enderlein states that in the subfamily Embiinae, vein R4 or Rb is forked 
in some very rare cases; in Figure 262 a vestige of an accessory vein is 
shown on vein Rb of the hind wing. 

While the media is usually reduced to an tmbranched condition, in the 
genus Donaconethis (Fig. 262) it is two-branched. 




Fig. 263. — Wing of TeraUmbia geniculata (From Enderlein 
after KIraus). 

Vein Cui is reduced to a vestigial condition in many forms; this is the 
case in the hind wing of Donaconethis (Fig. 262). 

The radial sector is reduced to a two-branched condition in Oligotoma 
(Fig. 2 59) ; but is usually three-branched. In those forms where it is three- 
branched, it is almost invariably veins R2 and R3 that coalesce completely; 
but in the genus Teraiembia (Fig. 263) veins R2 and Ra are separate, while 
veins R4 and Rs coalesce throughout their length. 




Cu2 Cui 



Cui 



Fig. 264. — Wings of Clothoda noholis (After Enderlein). 

In the genus Clothoda (Fig. 264), of which only a single species is known, 
vein Cui bears two accessory veins in the fore wing and one in the hind 
wing. 

In Teraiembia (Fig. 263) and in some species of Embia there appears to 
be a vestige of an accessory vein borne by vein Cu2. 
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The presence of accessory veins in the preanal area of the wings of 
Clothoda and occasional occurrence of vestiges of accessory veins in other 
genera raises a question as to the position of this order in the table of the 
methods of specialization of the wings characteristic of the orders of insects 
given at the close of Chapter VI, and upon which the linear arrangement of 
the orders adopted in this essay is based. 

In spite of the presence of accessory veins in the preanal area of the 
wings in the cases mentioned, it is evident that the characteristic method of 
specialization. of the wings in this order is by reduction; even in Clothoda 
the number of the wing-veins is greatly reduced, the radial sector being 
only three-branched and the media reduced to an tuibranched condition. 



1 
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CHAPTER XV 
THE WINGS OF THE THTSANOPTERA 

The winged members of this order have four wings; these are similar in 
form, long, narrow, membranous, not plaited, with but few or with no veins, 
and only rarely with cross-veins; they are fringed with long hairs, and in 
some species are armed with spines along the veins or along the lines from 
which veins have disappeared. 

The two wings of each side are tmited by spines, the arrangement of 
which are described by Hinds ('03) as follows : "Upon the costa of the hind 
wing, near its base, stand about five short spines in the Terebrantia and two 
or three in Tubulifera, which are hooked at their tips. When the wings 
are spread in flight these tiny hooks engage a membranous fold on the 
underside of the scale [anal area] of the fore wing. Beyond these small 




Fig. 265. — Fore wing of JELothrips nasiuriii (After Jones). 
The lettering is original. 

hooks stand a single stouter spine which also forms a hook. From the hind 
angle of the scale of the fore wing proceed two long, stout spines, standing so 
closely together as to often appear like one, and these engage the solitary 
stouter hook on the hind wing. Thus tmited the wings move together, but 
as the connection is so near the bases of the wings it can not be very strong. ' ' 
When at rest the wings are folded back flat upon the abdomen. Although 
the wings are usually present in adults, certain species are apterous. 

Even in the most generalized forms the venation of the wings is greatly 
reduced. A fore wing of jEolothrips nasturiii, one of the more generalized 
members of the order, will serve as an illustration of this fact (Fig. 265). 
This figiu^ is a copy of one given by Jones ('12), to which I have added 
letters indicating my conclusions regarding the homologies of the wing- 
veins. 

The costal vein is present and is continued by an ambient vein, which 
margins the entire preanal area of the wing (Fig. 265, am). The ambient 

(267) 
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vein is termed the "ring vein" by writers on this order, although the term 
ambient vein has been long in use for veins in this position. 

There is a short longitudinal vein separating the anal and preanal areas 
(Fig. 265, A) ; this is doubtless the anal vein. Between the costa and the 
anal vein, there are only two longitudinal veins (Fig. 265 R and Cu) ; of 
the four longitudinal veins that typically traverse this area, the subcosta, 
radius, media, and cubitus, the radius and cubitus are almost invariably the 
more persistent when there is a reduction of the wing venation. I therefore 
conclude that these two veins are the radius and the cubitus respectively. 
These two veins have been designated as the anterior longitudinal vein and 







Fig. 266. — Fore wing of Erythroihrips arizona 
(After Moulton). 

the posterior longitudinal vein respectively; but it is obvious that terms 
that pertain to the vinif orm terminology are preferable so long as there is no 
reasonable doubt as to the homologies of the veins. 

In some members of the order there are a few veins extending trans- 
versely to the length of the wing. It is possible that these are branches of 
the longitudinal veins that have become transverse by a coalescence of their 
distal portions with adjacent veins; but in the absence of any data to 
confirm this suggestion, it is better to designate them simply as cross-veins. 
A good illustration of this type of wing is that of Erythroihrips arizatuBy 
figured by Moulton ('11) (Fig. 266). 
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CHAPTER XVI 
THE WraGS OF THE HOMOPTERA 

(a) THB MORE GENERAL FEATURES OF THE WINGS OF THE HOMOPTERA 

In the order Homoptera the two pairs of wings are usually similar in 
texture, and each wing is practically of the same thickness throughout. 
This is in marked contrast to the conditions in the Heteroptera, where the 
two pairs of wings differ in structure, the basal half of the front wings being 
thickened. It was this difference in the structure of the wings of the two 
groups that suggested the contrasting names Homoptera and Heteroptera 
for what were regarded until recently as two suborders of a single order, the 
Hemiptera. 

The wings are usually membranous, but in some the front wings are 
subcoriaceous. In these cases, however, they are of quite uniform texture 
throughout, and not thickened at the base as in the Heteroptera. 

A striking difference be- 
tween thewings of the Hom- «p*il+^+CW,+ t$tA 
optera and those of the 
Heteroptera is that in the 
Homoptera when an anal 
furrow is developed it occu- 
pies the usual position, that 
is behind the cubitus, along 
the first anal vein instead of 
in front of the cubitus, as in 
the Heteroptera. 

Many wingless forms 
exist in this order; in the 




i4a 



Fig. 267. — The wings of an aphid (After Patch). 



family Coccidae the females are always wingless ; and in the family Aphididae 
the males may be either winged or wingless, while the females and certain 
generations of the agamic forms are wingless. In the Coccidae the males 
have only a single pair of wings, the hind wings being represented by a 
pair of club-like halteres. Each of these is furnished with a bristle, which 
in all of the species that I have studied is hooked, and fits in a pocket on 
the wing of the same side. 

If only the wings of adult Homoptera be studied, the venation of these 
wings appear to depart widely from the hypothetical primitive tjrpe. 
There seems to be little in common with this type in the wings of an aphid 
(Fig. 267), of a membracid (Fig. 268), or of a cicada (Fig. 269). But in 
each case when the tracheae that precede the wing-veins are studied it is 
easy to determine the homologies of the wing-veins. 

(269) 
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Fig. 268. — The wings of a membradd, TheUa bimaculata (After Punkhouser). 




Fig. 269. — The wings of a cicada (After C. & N .). 
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This has now been done in the case of representatives of each of the 
families of this order, with the result that the homopterons ty^ of wing- 
venation is now well-known. The first work of this kind in this field was 
by Comstock and Needham CqS-'qq) who traced the development of the 
wing-veins of a cicada. Ten years later Miss Patch ('09) studied the 
development of the wing-veins of Aphididae, Psyllidae, Aleurodidae, and 
Cocddae; and still later, Ftmkhouser ('13) determined the homologies of 
the wing-veins of the Membracidae. In the same year there appeared two 
papers by Professor Z. P. Metcalf , one on the wings of the Jassidae (Metcalf 
'13a), and one on the wings of the Fulgoridae (Metcalf '13b); and more 
recently this author has completed the series by a paper on the wing-veins 
of the Cercopidae (Metcalf '16). Abstracts of each of these papers except 
those on Pulgoridae and Cercopidae are given in the following pages. 

In addition to these papers, each of which treats of the wings of a family 
of the Homoptera, Dr. Karel Sulc ('11) has made a careful study of the 
tracheal development in the successive stages in the development of the 
wings of a cercopid, Philcmus lineatus. 



(6) THB WINGS OP A CICADA 

The development of the wing-veins of a cicada was traced by Comstock 
and Needham by a study of a series of nymphs of different ages and recently 

emerged adults. The results 
obtained were exceedingly 
gratifying. We had antici- 
pated encountering much 
difficulty in determining the 
homologies of the wing-veins 
of the Homoptera. We were 
filled with delight, therefore, 
when we found within this 
order, preserved almost tm- 
changed, what we had come 
to regard, from a study of 
other orders, as the primi- 
tive type of wing-venation. 
The following account of 
the development of the 




Fig. 270. — ^The fore wing of a young nymph of 
a cicada (After C. & N.). 



wing-veins of a cicada is abstracted from our joint paper. 

The close correspondence of the wing-venation of a cicada with the 
primitive type is not obvious if one studies only the wings of the adult 
(Fig. 269) ; for in this stage there is a massing of several veins along the 
costal margin of the wing, and the cross-veins have the same appearance as 
the branches of the primary veins. 
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In the wings of a young nymph, on the other hand, the tracheae that 
precede the veins are not massed as they are later; and in the older nymph, 
where the forming veins appear as pale bands the cross-veins contain no 
tracheae, and can be thus easily distinguished from the longitudinal veins. 

Figure 270 represents the 
tracheation of the fore wing of 
young nymph ; and Figure 271, 
that of the hind wing. In each 
of these figures the dotted line 
a-6 indicates approximately the 
line along which the hinge of 
the wing of the adult is formed. 

In the fore wing of this 
young nymph the only depar- 
tures from the tj^ical branch- 
ing of the tracheae are the 
following; trachea Ri coalesces 
with the radical sector to a 
point beyond the separation of 
trachea R4+5; the first anal 




Fig. 271. — The hind wing of a young nymph 
of a cicada (After C. & N.). 



trachea coalesces with trachea Cu for a short distance; and the second and 
third anal tracheae are united at the base. These differences are remark- 
ably slight compared with the great changes that have taken place in the 
specialization of the mouth-parts and other organs of the adult cicada. 

In the hind wing the tracheation is much more reduced. An especially 
striking feature is the complete loss of trachea Ri, which is considerably 
reduced in the fore wing. 

In a wing of a mature nymph (Fig. 272) trachea Ri is completely aborted. 
In fact one of the most characteristic featiu-es in the venation of the 
Homoptera, and of the Heteroptera also, is the absence or very great reduc- 
tion of vein Ri in the adult wings of most members of the order. The 




Fig. 272. — The fore wing of a mature nymph of a cicada (After C. & N.). 
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Fig- 273. — The base of a fore wing of an 
adult cicada (After C. & N.). 



ontogeny of the cicada indicates the course by which this specialization has 

been reached. 

From a study of the two nymph wings (Fig. 270 and 272), it is an easy 

matter to trace the homologies of 
the veins and cells of the fore wing 
of the adult; these are indicated 
by the lettering in Figtwe 269; in 
those cases where the veins are 
not numbered, these homologies 
are indicated by the numbering 
of the cells behind them. 

The more diflBcult features of 
the venation of the fore wing are 
elucidated by Figure 273, which 
represents the base of the fore 
wing of an adult, and Figtwe 274, 
which represents the region of the 
nodal furrow of the same wing. 
These figures are based on a study 

of the wings of an adtdt which was killed at the moment of emergence from 

the nymph skin, and in which the wing-tracheae were distinctly visible 

within their corresponding wing-veins. 

These figures show well the coalescence of sub-costa and radius from the 

base of the wing to a point near the nodal furrow; this is a feature which 

occurs in a large proportion of the families of the Homoptera and Heterop- 

tera. 

The changes that have taken place in the hind wings of Cicada are much 

greater than those of the fore wings, and it would be exceedingly difficult to 

understand them without an examination of the tracheation of immature 

wings. Figure 271 represents the tracheation of the hind wing of a young 

nymph and Figure 275 that of the 

base of the hind wing of an adult. ^^^^ 
By comparing Figures 2 70 and "-* " 

271, it will be observed that the 

forking of trachea R takes place 

much nearer the hinge line (a-b) 

in the hind wing than it does in 

the fore wing. Upon this fact 

depends the most striking differ- 
ences in the venation of the fore 

and hind wings of the adult. 

In the fore wing the subcosta and radius coalesce to a point near the 

nodal furrow (Fig. 269). But in the hind wing it is only vein R2+3 that 




Fig. 274. — The nodal furrow of a fore wing 
of an adult cicada (After C. & N.). 



Digitized by 



Google 



274 



THE WINGS OF MEMBRACID^ 



coalesces with the subcosta. (It should be remembered that vein Ri is 
lost). The posterior half of radius, vein R4+6, separates from vein Rj+j 
very near the base of the wing, and coalesces with media for a short dis- 
tance, after which it traverses the wing as a separate vein. A result of this 

is that while the ist cellR« of the fore 
wing lies beyond the nodal furrow, in 
the hind wing it reaches the base of 
the wing; and ist cell Rs occupies a 
similar position. 

Other features of interest in the 

hind wing are the following: The 

media is only three-branched as a 

rule, but in some specimens there is 

a small remnant of cell M2, which is 

\ 7 "S:^ \^^ %. ordinarily crowded out by the coal- 

/ t N, \^ ^^ escence of vein Ms and Ms- The 

I \ \ \^ ^S: ^^^ ^^^ second anal veins are 

\ I \ \^ widely separate; and the third anal 

\ \ \ \ ^^^^ ^^ forked. 

In the course of the development 
of the wing of Cicada^ there is an 
excellent illtistration of the migration 
of trachea M, which is discussed in Chapter II (p. 17). In the young 
nymph (Fig. 270) this trachea arises from the transverse basal trachea 
midway between the radial and cubital tracheae. In the mattu^ nymph 
(Fig. 272) the base of the medial trachea has reached the cubital trachea. 




S(i A 



Fig. 275. — The base of a hind wing of 
an adult cicada (After C. & N.). 



(c) THE WINGS OF THE MEMBRACIDiE 

The homology of the wing-veins of the Membracidae has been thoroughly 
worked out by Funkhouser C13), who gives in his paper many figures of 
the tracheation of the wings of nymphs and of the venation of the wings of 
adults. As the wings of representatives of five of the six subfamilies of this 
family recognized by systematists are figured by him with the homologies 
of the veins indicated in each case, comparatively little remains to be done 
in this field. 

Only the more general features of the results obtained by Funkhouser will 
be given here; students of this family should consult his paper for details. 

The basal connections of the tracheae of the wings. — One of the most 
striking results of Funkhouser's studies was the demonstration of the fact 
that the Membracids have retained the primitive condition of the basal 
connections of the tracheae of the wings; a transverse basal trachea has not 
been developed, the tracheae arising from two distinct main trunks; from 
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the anterior trunk arise the costal, sub-costal, radial, and medial tracheae; 
and from the posterior trunk, the cubital and anal tracheae. This condi- 
tion exists in all' Plecoptera that we have examined and in certain cock- 
roaches, but had not been found elsewhere until observed by Funkhouser in 
the Membraddae. A study of a long series of wings of many genera and 
species of this family revealed only this condition; hence it is probably 
diaracteristic of the family. 




Fig. 276. — The tracheation of the fore wing of a nymph of Thelia himactdata (Based on 
two figures by Funkhouser). 

In Figtire 276, which represents the tracheation of the fore wing of a 
nymph of Thelia bimacidata, the basal connection of the costo-radial group 
of tracheae is well-shown ; and in Figure 277, which represents the fore wing 
of a nymph of Ceresa borealis the basal connection of the cubito-anal group 
of tracheae is shown. The incompleteness of these and other figures of the 
tracheation of the wings of nymphs is due to the fact that they are based on 




Fig. 277. — The tracheation of the fore wing of Ceresa borealis (After Funkhouser). 
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photographs, and as, in the membradd wing, there is a sharp bend at the 
point at which the tracheae enter the body, it is difficult to secure a mount 
in which the base and tip of the wing can be brought into focus at the same 
time. 

It should be noted that in the membradd wing, as in the other cases 
where a transverse basal trachea has not been developed, the medial trachea 
is a member of the costo-radial group. 

A comparison of Figiures 276 and 277 with the diagram of the hypotheti- 
cal primitive type (Fig. 278) is of interest in this connection. 




Fig. 278. — The hypothetical primitive type of the tracheation of the wings. 

A general view of tiie wings. — Figure 2 79 represents the venation of the 
fore wing of Thelia bitnaculaia and will serve to illustrate the type of the 
wing-venation of members of this family. A comparison of this figure with 
Figtire 276, which represents the tracheation of the wing of a nymph, will 
indicate the reasons for the condusions regarding the homologies of the 
wing-veins. As the cross-veins are not preceded by tracheae in the Mem- 
braddae, the cross-veins shown in Figure 279 are not represented in 
Figtire 276. 




Fig. 279. — The venation of a fore wing of Thelia bimaculata (After Funkhouser). 
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In the hind wings a greater reduction of the tracheation and the vena- 
tion than is the case in the fore wings has taken place. Figure 280 repre- 




Pig. 280. — ^The tracheation of the hind wing of a nymph of Thelia himcLCulata 

(After Funkhouser). 

sents the tracheation of a hind wing of a nymph of Thelia bimaculaia; 
and Figiu^ 281, the venation of a hind wing of the adult of this species. 

A discussion of each of the principal veins separately will indicate more 
completely the reasons for the conclusions regarding their identity. 

The costa. — ^There is a great reduction of the costa in this family. In 
the wings of nymphs the costal trachea sometimes persists, but it is more 
often lacking. Figure 282 represents the tracheation of a fore wing of a 




Pig. 281. — The venation of a hind wing of Thelia bimaculata (After Funkhouser). 

n3miph of Thelia bimaculata in which there was a distinct costal trachea; 
but it extends only a short distance into that part of the wing which becomes 
the wing of the adult. In a fore wing of a nymph of Ceresa borealis 
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(Fig. 277), there is a costal trachea; but is is closely oppressed to the sub- 
costal trachea. 

This reduction of the costal trachea is evidently correlated with an 
even greater reduction of the corresponding vein in the adtdt wing. Fiuik- 
houser states that "Costa never appears as a separate vein in the adult 
wing.*' "In such genera as Thelia, Acutalis, and Glossonotus in which a 
slight membrane is found cephalad of subcosta but no thickened ridge is 
present, the vein is probably atrophied. In Ceresa, Micrutalis, Telatnona, 
etc., in which subcosta forms the cephalic margin, the tracheae for costa and 
subcosta have coalesced. In Heliria, Vanduzea, and Enchenopa the trachea 
has had an influence on the costal margin to form a thickening near the 
base of the wing.*' 

The subcosta. — "Subcosta is constant in character throughout the 
family. It is strong, straight, and unbranched, and extends the full length 
of the wing. It is the anterior vein of the wing, owing to the atrophy of 
costa, and as such often forms the cephalic margin." 




Fig. 282. — The tracheation of the fore wing of a nymph of Thelia bimacuUUa 

(After Funkhouser). 

The Radius. — ^An exceedingly interesting result obtained by Funkhouser 
was the elucidation of the structure of the radius in this family. Here the 
radius appears, as a rule, to be reduced to a two-branched condition with 
what appears to be a cross-vein connecting the cephalic branch with sub- 
costa. An extended study of this region of the wing revealed the fact that 
this transverse vein is really vein Ri as indicated in the lettering of Figure 
279. 

The identity of vein Ri was not apparent at first, as the trachea that 
precedes it is frequently lacking (Fig. 282), and when present it appears to 
arise in an abnormal position (Fig. 276). 

"The solution was first found in the wings of Vanduzea arquata and later 
this peculiar condition was verified in other genera. The trachea repre- 
senting Ri, as will be seen from the figure (283), is weak and apparently 
greatly reduced. It leaves the main stem in the normal position, but nms 
in close juxtaposition to the radial sector beyond the point at which the 
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latter branches. Here it turns cephalad and runs across to subcosta where 
it again ttims outward and closely parallels subcosta for some distance in 
its course toward the tip of the wing. The sharp turns made by the trachea 
in following this course (Fig. 283) are remarkable, and in the veins which 
enclose this region of the wing, the bridge from the radial sector to subcosta 
gives every appearance of a cross-vein." 

From the above it is evident that the two principal branches of radius 
represent the radial sector and are veins R2+8 and R4+6 respectively. 
Although the tracheae that precede these branches are represented simple 
on the figures copied here, Fimk- 
houser states that both of them 
"showed constant and unmistak- 
able signs of further subdivision 
at their tips," and in a few cases 
he found veins corresponding to 
these subdivisions; thus in Tela- 
monanthe pulchella B,nd in Smilia 
comelus, veins R2 and Rs end 
separately. 

The media. — The medial tra- 
chea is easily recognized by its 
position in the costo-radial group 
of trachea (Fig. 276) ; this position 
being that of the radial trachea in the Plecoptera and in those cockroaches 
in which a transverse basal trachea has not been developed, and which was 
adopted in the construction of the hypothetical type (Fig. 278). 

In the Membracidae, media is usually reduced to a two-branched condi- 
tion; and in most members of the family vein Mi +2 unites with vein R4-I-5 
for a distance (Fig. 268). 

In a few genera media is three-branched; as in Xantholobus trilineatus, 
where vein Mi +2 is forked, and in Archasia belfragei, where vein M3+4 is 
forked. 

The ctibitus. — ^An examination of the tracheation of the wings of nymphs 
shows that the first member of the cubito-anal group of tracheae is a large 
branched trachea which at first sight appears to be the cubital trachea 
(Fig. 276 and 277); but the branching of this trachea occtu^ proximad of 
what becomes the hinge line of the adult wing; so that the two branches 
represent two distinct veins of the adtdt wing, i. e. veins Cu and ist A. 
This condition is almost identical with what exists in the cicada (Fig. 270, 
p. 271). 

The recognition of cubitus in the Membracidae is more difficult than in 
the cicada, because in the Membracidae this vein is reduced to an un- 
branched condition. But Funkhouser found that the cubital trachea is 



Fig. 283. — Highly magnified portion of 

fore wing o! a nymph of Vanduzea 

arquata sjiowing the region of 

trachea Ri. 
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branched in the wings of many njmiphs. This is well shown in his figure 
of the wing of a nymph of Ceresa diceros. This interpretation of the 
identity of cubitus makes the position of the anal furrow, namely along the 
first anal vein, in the membracid wing agree with that found in those other 
families of the Homoptera in which an anal furrow is developed. 

The anal veins. — In most members of this family the three anal veins are 
preserved more or less distinct in both fore and hind wings. In the wings 
of many njrmphs the third anal trachea is branched (Fig. 277) ; but in the 
wings of the adults the third anal vein is simple. 

The tip of the first anal vein usually coalesces with cubitus, thus forming 
a part of the **marginal veins." (Fig. 279). In the fore wings of the 
larger niunber of the genera the second and third anal veins are separate at 
the base of the wing but coalesce throughout the greater part of their 
length (Fig. 279); but in the hind wings they frequently coalesce at the 
base and end separately (Fig. 281). 

The cross-veins, — ^Funkhouser states that "Of the cross-veins which 
appear in the fore wing, three only are constant and characteristic of the 
family, the others being peculiar to certain genera and species and of little 
comparative importance." These three cross-veins are shown in Figure 
279; they are the sectoral (5), the medio-cubital (m-cw), and the posterior 
arculus {pa). 

This last cross-vein' is usually in the basal third of the wing but is 
surprisingly variable in position sometimes migrating beyond the middle 
of the wing. Fimkhouser n:iakes no suggestion as to its identity; to me it 
seems probable that it is the posterior arculus moved out of its typical 
position. I am led to this conclusion by a comparison of the membracid 
wings with that of the cicada in which the arculus is typical. 

The marginal vein. — ^A very characteristic feature of most membracid 
wings, and of the wings of cicadas also, is the presence of an undulating 
vein parallel with the outer margin of the wing. This vein is formed by the 
imited tips of the longitudinal veins, and is termed the marginal vein, as it 
forms the edge of the veined part of the wing. 

(d) THE WINGS OP THE JASSIDiE 

An extended study of the wing-venation of the Jassidae has been made 
by Metcalf ('13), who figures in his published account the tracheation of 
the wings of nymphs of representatives of twenty genera and also the wings 
of adults of a larger number of genera. These represent all of the sub- 
families and tribes of the Jassidae commonly found in Eastern North 
America. I reproduce here one of his plates illustrating the tracheation of 
the wings of nymphs (Fig. 284). The results of this investigation are 
briefly as follows : 
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Fig. 284. — ^Wings of nymphs of jassids: i, fore wing of Agallia 4-punctata; 2, hind 

wing of AgaUta 4-punctata; 3, fore wing of Oncomeiopia undata; 4, hind wing 

of Oncomeiopia undata; 5, fore wing of Diedrocephala coccinea; 6, fore 

wing of Draeculacephala moUipes; 7, hind wing of Draeculacephala 

moUipes; 8, fore wing of Gypona S-Uneata; hind wing of Gypona 

84ineata (After Metcalf). 
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The wings of the Jassidae show marked specialization by reduction. 
This reduction is usually accompanied by the atrophy of one of the branches 
of one of the main tracheae and the shifting of a branch of a neighboring 
trachea until it occupies the region of the atrophied trachea. The atrophy 
of these tracheae with the subsequent shifting of other trachea which take 
their places gives to thfe wings of the Jassidae their characteristic aspect. 

The cosia of the fore wing, — The costal trachea was absent in all of the 
jassid wings examined with the exception of Gypona (Fig. 284, 8). This 
indicates that the costal trachea has practically disappeared from the 
Jassidae. 

The subcosta of the fore wing. — ^A subcostal trachea was found in only 
six of the genera examined; among these are Agallia (Fig. 284, i) and 
Gypona (Fig. 284, 8). A subcostal vein, however, is well developed in all of 
the adult wings studied, and it shows very clearly as a distinctly lighter 
area in all of the older nymphs examined. 

The radius of the fore wing. — The radial trachea of the fore wing of 
Jassidae is typically two-branched although in some forms three or even four 
branches do occur. The two branches of the typical radius represent 
R2+8 and R4+6. Ri has almost completely disappeared from the fore 
wings in this family. It does occur, as a delicate branch in a few genera 
(Fig. 284, 3) but gives rise to a very characteristic cross-vein between sub- 
costa and radius, which is known currently as the "nodal vein." 

The media of the fore wing. — The medial trachea is typically two 
branched in the Jassidae. These branches are Mi+i and M8+4. Trachea 
Mi+i is well developed in only a few genera; in Gypona (Fig. 284, 8) it is 
vestigial; in the other fore wings represented in this figure the medial 
trachea is reduced to an unbranched condition; and this is the case in most 
of the forms examined by Metcalf . 

The cubitus and the first anal of the fore wings. — In all of the genera of 
the Jassidae examined the cubital and the first anal tracheae were the most 
constant and formed one of the best landmarks in the study of the relations 
of the tracheae. They coalesce for some little distance from the base of 
the wing. 

The cubital trachea is frequently two-branched (Fig. 284, 8) ; but in the 
greater nimiber of genera studied by Metcalf it is reduced to an unbranched 
condition. The presence of forms in which trachea Cus is reduced to a 
mere spur indicates that it is this branch that is lost in those forms where 
the cubital trachea is unbranched. 

The first anal vein of the fore wings. — The first anal vein lies along the 
anal border of the claval suture. It has not been usually recognized as a 
distinct vein owing to the fact that as a vein it is rather inconspicuous while 
the claval suture or fold is very distinct. It is, however, preceded by a 
conspicuous trachea in all of the genera studied. 
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The second and third anals of the fore wing. — The second and third anal 
tracheae in the fore wing are well developed and the third anal is frequently 
two-branched (Fig. 284, 3). 

The costa and ike subcosta of the hind wings. — In all of the Jassidae 
proper the hind wing is very uniform. No costal or subcostal tracheae have 
been discovered although the subcostal vein was well defined in all of the 
older nymphs studied (Fig. 284, 9). 

The radius of the hind wing. — The radial trachea of the hind wings is 
typically two-branched in this family. In a single genus Spangbergiella, 
the radial trachea is unbranched. No indication of trachea Ri was observed 
in the hind wing. 

The media of the hind wing. — ^The medial trachea of the hind wing is two 
branched in all of the genera examined. 

The cubitus of the hind wing. — The cubital trachea of the hind wing is 
reduced to an unbranched condition in all of the genera examined. 

The anal trachea of the hind wings. — The first anal trachea and the 
cubital trachea coalesce for a distance as in the fore wing. The second 
and third anal tracheae are also present in nearly all cases; and the third 
anal trachea is frequently two-branched. In the adult wing the second 
anal vein and the anterior branch of the third anal frequently coalesce at 
the base or anastomose near the middle of their course. 

The basal connections of the trachece of the wings. — The above abstract, 
which consists largely of quotations from the paper by Metcalf , indicates 
the more important conclusions reached by this writer. A study of his 
illustrations indicates another conclusion not mentioned by him; this is 
that in the Jassidae, as in the Membracidae, a transverse basal trachea has 
not been developed. With one exception, in all of the forms where the 
basal connections of the tracheae were traced, the costo-radial and the 
cubito-anal groups of tracheae are not connected by a transverse basal 
trachea, and the medial trachea is a member of the costo-radial group. 
Several illustrations of this are on the single plate reproduced here. (Fig. 
284, 2, 5), and there are many of them on the other plates in Metcalf's 
paper. 

The one exception to this arrangement of the tracheae indicated by 
Metcalf s figiu-es is that of the hind wing of Gypona (Fig. 284, 9). As the 
basal connections of the tracheae are only partly shown in this figure the 
evidence presented by it is not conclusive. 

{e) THE WINGS OF THE PSYLUDiE 

We are indebted to Miss Patch ('09) for the working out of the homol- 
ogies of the wing veins of the Psyllidae. The following account is based on 
her paper. See note on page 291. 
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A general view of llie wings. — Figure 285 represents the tracheation of a 
fore wing of a nymph of Psyllafloccosa, All of the principal tracheae except 
the third anal are present and each arises separately from a transverse basal 




Fig. 285. — The tracheation of a fore wing of a nymph of 
Psylla floccosa (After Patch). 

trachea. The subcostal trachea is not branched ; the trachea that precedes 
radius-one is well developed; the radial sector trachea is reduced to an 
tinbranched condition; the medial trachea is reduced to a two-branched 
condition; the cubital trachea is t5rpical; and the two anal tracheae are 
unbranched. 

By 




Fig. 286. — The tracheation of the wings of a freshly emerged 
PsyUa floccosa (After Patch) 

The wings of a newly emerged adtilt show remarkable changes in the 
tracheae, due to the reduction of some and to the coalescence of others 
(Fig. 286). The tracheation in this stage corresponds very closely with 
the definitive venation; the venation of the fore wing is represented by 
Figure 287. 
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In the adtdt wing the first anal vein is not developed as a vein but is 
represented by the anal furrow, or the calval suttu^ as it is termed by 
writers on the Homoptera. The other changes are indicated by the letter- 
ing of Figure 287. 

The stigma. — In some of the Psyllidae the costal margin of the fore wing 
is strengthened by a stigma. 




Fig. 287. — The venation of a fore wing of Psylla 
floccosa (After Patch). 

(/) THE WINGS OP THE APHIDIDiB 

The tracing of the homologies of the wing veins of the Aphididae was 
the subject of apainstaking investigation by Miss Patch ('09) ; in the course 
of which approximately 100 species representing 17 genera were studied, 




Fig. 288. — The tracheation of a wing of a nymph of 
SchUoneura rileyi (After Patch). 

and wings of many nymphs and of more, than 2000 newly emerged aphids 
were examined. The following brief summary is based on this paper. 

A general view of tiie wing. — ^The most generalized aphid wing figured 
by Miss Patch is that of a nymph of Schizoneura rileyi (Fig. 288). In this 
wing there are four main tracheal trunks, which arise from a transverse 
basal trachea. The costal and subcostal tracheae are lacking; and only 
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one anal trachea is present. The trachea of the radial sector is tinbranched ; 
that of media is only two-branched; and that of cubitus is not forked. 

In the wing of a newly emerged adult (Fig. 289) all the tracheae of the 
cubito-anal group coalesce at the base of the wing. 




Fig. 289. — The tracheation of a freshly emerged adult Schitoneura 
rileyi (After Patch). 

It should be observed that here, as is usually the case where there is a 
transverse basal trachea, the medial trachea becomes a member of the 
cubito-anal group. 

In two other cases the basal connections of the tracheae are figured by 
Miss Patch. Figure 290 represents the tracheation of the fore wing of a 
newly emerged Aphis; and Figure 291 the tracheation of the hind wing of 
a newly emerged Chaitophorus populicola. 

The data given above furnishes the key to an understanding of the 
tracheation of the wings of Aphids. The two principal tracheae, which 
extend from the base of the wing outward parallel to each other and to the 
costal margin of the wing, represent respectively the costo-radial and the 




Fig. 290. — The tracheation of a fore wing of a newly emerged 
Aphis (After Patch). 

cubito-anal groups of tracheae. Of the former only the radial trachea is 
preserved in this family ; to the latter belong the medial as well as the cubi- 
tal and anal tracheae. 

A comparison of Figure 292, which represents the wings of an adult 
Schisfoneura atnericana, will serve to show the relation of the tracheation of 
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the wing to the definitive venation. This relation will be made more clear 
by the following discussion of the separate veins. 

The costa, — ^A costal trachea was not found in any of the wings examined. 
But Miss Patch observed that not only is the costal margin of the wing 
stiffened by a vein-like structure, but this part of the wing contains what 
appears to be a vein-cavity; as was shown by the fact that in severing the 




Fig. 291 . — The tracheation of a hind wing of a newly emerged 
ChaUophorus popuUcola (After Patch). 

wing from a freshly killed aphid, the yellow body fluids frequently flow into 
this vein and extend along* to about the region of the stigma (Fig. 290). 

The subcosta. — No subcostal trachea was found in any member of this 
family. It may be that the subcostal vein is completely lost, or, as 
Miss Patch concluded, this "is present in the large main vein channel of 
the wing, and extends from the base of the wing to the stigma wh^re it 
approaches the margin of 
the wing.*' The lettering Se^E^M-^Cm,* IstA 
of her figures is based on 
this conclusion. 

The raditis. — In the more 
generalized members of the 
family, as shown by. the 
figures given above, radius 
is two-branched, in the fore 
wings radius-one being pre- 
served, and the radial sector 
being tmbranched. In the 
hind wings, radius-one is 
lost. 

In the Chermesinae, vein Ri is wanting in the fore wings as well as in 
the hind wings. Figure 293 represents the tracheation of a fore wing of 
Chermes abietis; Figure 294, the tracheation of a hind wing of Chermes 
pinifoluB; and Figure 295, the definitive venation of both wings of a 
Chermes, See note on page 291. 

A striking feature of the tracheation of the wings of Chermes is the 
presence of many secondary branches of the tracheae. This feature was 
observed in other genera also. 




Fig. 292 — ^The wings of Schizoneura 
americana (After Patch) . 
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The media. — The data upon which the identification of media is based 
is given above. As to the nature of this vein, it may be three branched, as 




Fig- 293. — The tracheation of the fore wing of Chermes 
abietis (After Patch). 

in Aphis (Fig. 290), or two-branched, as in Shizoneura (Fig. 292), or it may 
be reduced to an tmbranched condition, as in Chermes (Fig. 295). 

The cubitus, — "Cubits is present in 
all genera of Aphididae and in all of 
them unbranched." 

The anal veins, — ^A single anal vein 
is developed in this family. That this 
is the first anal vein was demonstrated 
by the finding of the second and third 
anal tracheae in wings of newly emerged 
aphids (Fig. 290); but veins are not 
developed about these tracheae. 




Fi^. 294. — The tracheation of a hind 

wing of a nymph of Chermes pint- 

/oW« (After Patch). 




Fig. 295. — The venation of the wings of Chermes (After Patch). 
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COMPARISON OP TERMINOLOGIES OP THE WING-VEINS OP THE APHIDIDiB 

The following table is given by Miss Patch: — 
After Buckton Current terminology Comstock'Needham 

PORE WING 

Costal Nervure Costal Costa (C.) 

Cubitiis or post-costal Subcostal vein Subcosta (Sc) 

nervure Radiusi (Ri) (together 

with basal portions of the 
remaining wing veins). 
Radial sector (Rs) 
Media (Ml) 
Media (Mj) 
Media (M) 



Stigmatic 
First furcal 
Second furcal 
Cubital nervure 



Second oblique 
First oblique 

Cubitus or post costal 

nervure 
Second oblique 
First oblique 



Stigmal vein 
First branch 
Second branch 
Third discoidal or 
cubital 

Second discoidal 
First discoidal 

HIND WING 

Subcostal vein 

Second discoidal 
First discoidal 



(g) THE WINGS OF THE 
ALEURODIDifi 

In the fore wings of freshly 
emerged Aleurodes, Miss Patch 
found four fine but distinct tra- 
cheae, the costal, subcostal, radial, 
and cubital (Fig. 296, a). All of 
these extend separate to the base 
of the wing. The medial trachea 
is suggested merely by a very 
faint and delicate but constantly 
appearing tracing in the wing. 

In the definitive venation of 
the fore wing (Fig. 296, t), costa, 
subcosta, vein Ri, and media are 
lacking, only the main stem of 
radius, the radial sector, and 
cubitus being developed. 



Media $+4 (M8+4) 
Cubitus (Cu) 
First Anal (ist A.) 

Radial sector (Rs). 

Media (M.) 
Cubitus (Cu.) 




Fig. 296. — ^Wings of Aleurodes (After Patch). 
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The hind wing of Aleurodes (Fig. 296, c) has but one trachea and one 
vein; this is doubtless the main stem of radius and the radial sector. 

(/t) THE WINGS OF THE COCCIDiB 

The tracheation of the wings of a species of Dactylopitis f oimd pn cactus 
is figured by Miss Patch (Fig. 297) ; and the definitive venation of the same 
species is also figured (Fig. 298) . The following is from her account. 

**The tracheae in the wing 
of this cocdd remain distinct 
tmtil after the veins begin to 
form so that the relation of the 
two is at once discerned. One 
vein follows the general trail of 
the subcostal and radial tra- 
cheae. This vein very evi- 
dently represents the radius." 
(In her figure it is labeled R^. 




Fig. 297. — ^The tracheation of a wing of 
Dactylopius (After Patch). 



I have taken the liberty of changing the designation to R). 

"The second vein follows the base of the first tracheal group to about 
the point where the medial trachea separates from the subcostal and radial. 
The vein here takes a direct line for the middle of the caudal margin of the 
wing. For slightly less than one-third the length of this vein it frequently 
joins the path of the cubital trachea. This corresponds most closely with 
media. 

"Besides these two main veins a short spur representing the subcosta 
is present. 

**In a wing so highly special- 
ized as the coccid wing it is not 
improbable that the trachea- 
tion has lost its value as a basis 
for the venation. Certainly 
in the species studied there, 
seems no necessary connection 
between the tracheae and the 
veins which are fotmd later.*' 

The fact that the medial trachea is a member of the costo-radial group 
of tracheae suggests, in the light of the condition found by Funkhouser in 
the Membracidae, that perhaps in the Coccidae a transverse basal trachea 
has not been developed. 




Fig. 298. — The venation of a wing of 
Dactylopius (After Patch). 
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(i) SUPPLEMENTARY NOTE 

It has been shown in the preceding pages that in a Cicada, the Mem- 
bracidae, and Jassidae, vein Ri is either absent or greatly reduced and that, 
as a restdt of this, the two principal branches of radius are veins R2+8 and 
R4+6. This fact suggests the possibility that the two branches of the 
radius in the Psyllidae and the Aphididae are veins R2+8 and 4+6 and not 
veins Ri and R^ as indicated in the accounts of the wings of these families 
given above. But as I know of no observation demonstrating the atrophy 
of vein Ri in these families, I have not felt free to change the determinations 
of homologies of the branches of radius published by Miss Patch; and I 
merely suggest that the method of the reduction of the radius in these and 
allied families be investigated farther. 
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Fig. 299. — Diagram of a front wing of 

a bug; d, clavus; co, corium; 

trtf membrane. 



CHAPTER XVII 
THE WINGS OF THE HETEROPTERA 

(a) THE MORE GENERAL FEATURES OP THE WINGS OF THE HETEROPTERA 

In the Heteroptera there is a remarkable difference in the texttire of the 
two pairs of wings, which suggested the name of the order. The basal half 

of the front wings is thickened so as 



to resemble the elytra of beetles, 
only the terminal half being wing- 
like. . The hind wings are mem- 
branous, and are folded beneath the 
front wings. On this account the 
front wings are often termed wing- 
covers; they are also termed A^m^/y- 

tra, a word suggested by their structure. 

The front wings present characters much used in the classification of 

these insects; and consequently 

special names have been applied to 

the different parts of them. The 

thickened basal portion is composed 

of two pieces joined together at their 

sides; one of these is narrow and is 

the part next to the scutellum when 

the wings are closed (Fig. 299, d) ; 

this is distinguished as the clavus. 

The other broader part is the corium (Fig. 299, co). The terminal portion 

of the front wing is designated as the membrane (Fig. 299, m). In cer- 
tain famiUes, the Acanthiidae for 
example, a narrow piece along the 
costal margin of the wing is separated 
by a suture; this is the emboUum 
(Fig. 300, e). In certain other cases 
as the Capsidae, for example, a tri- 
angular portion of the terminal part 
of the corium is separated as a dis- 
tinct piece; this is the cuneus (Fig. 301, cu). 




Pig. 300. — Diagram of a front win^of an 
acanthiid : «, embolium ; co, conum ; 
cl, clavius; m, membrane. 




Fig. 301 . — Diagram of a front wing of a 

capsid; cu^ cimeus; e, embolium; co, 

corium; c/, clavus; m, membrane. 



(6) THE TRACHEATION OP THE WINGS OP THE HETEROPTERA 

The wings of the Heteroptera exhibit remarkable departures from the 
primitive type of wing-venation. So great are these that, at first, one sees 
very little in common between the wings of a bug and those of insects of 

(292) 
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any other order. But an examination of the tracheation of the wings of 
nymphs of bugs shows that these^wings are merely modifications of the 
primitive type. 




Pig. 302. — Tracheation of a fore wing of a pentatomid nymph 
(After C. & n!). 

A quite extended study of the development of wings of the Heteroptera 
was made by Comstock and Needham; and as I have no additional data 
that tend to modify oiu* conclusions I will abstract our account of the 
results of this investigation.* 

In our studies of Heter- 
optera we examined nymphs 
of the following families: 
Notonectidae, Nepidae, Belo- 
stomidae, Reduviidae, Nabi- 
dae, Capsidae, and Pentato- 
midae. Of these there is 
no doubt that the most 
generalized condition of 
wing-venation is found in 
the family last named, but 
further studies in other fami- 
lies may reveal a still more 
primitive type. 




Fig. 303. — Tracheation of a hind wing of a 
pentatomid nymph (After C. & N.). 



The tracheation of the fore wing of a pentatomid nymph is represented 
by Figure 302, and that of the hind wing by Figure 303. In the fore wing 
trachea C is well-preserved. Tracheae Sc and R are closely approximate in 
the basal half of the wing, foreshowing the coalescence of subcosta and 
radius. In the distal half of the wing trachea Sc traverses that part of the 



*Handlirsch ('o6-'o8) figures the tracheation of the wings of Lygctus (Lygaeidae), 
Syromastes (Coreidae), and Nepa (Nepidae). 
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wing which jvotdd be traversed by Traxihea Ri were it well developed. 
Trachea Ri is present, but is reduced to a vestigial condition. It is evident 
that a supplanting of vein Ri by the subcosta takes place here a^ in Cicada, 
Trachea Rg has its characteristic bend at the base, and is two-branched. 
Trachea M is typical except that the branch Ms coalesces with Mi+j for a 
short distance. Trachea Cu is six-branched ; it is evident that a specializa- 
tion by addition has taken place here. Only a single anal trachea has been 
preserved. 

The hind wing of the same nymph (Fig. 303) presents a very similar 
arrangement of tracheae, except that their branches are reduced. 

(c) THE VEINS AND FURROWS OP AN ADULT WING 

In those pentatomids in which we have been able to trace the cdurses of 
the tracheae of the wings, the wing-veins of the adult are comparatively 
inconspicuous. It is better on this account to take as an illustration of an 
adult wing that of a coreid, Harmostes reftexultis, in which the tracheae 
are distinctly visible within well-developed veins; the courses of the veins 
are indicated in Fig. 304. 




Fig- 304- — Fore wing of an adult coreid, Homostes reflexus 
(After C. & N.). 

The median furrow of the wing is in its typical position between radius 
and media. In the pentatomids that we have studied it is more closely 
parallel with the radius and extends across the radial sector, showing that 
its position is not determined by the courses of the veins. The anal furrow 
is in front of cubitus instead of in its more usual position, behind this vein. 
In fact, in all of the Heteroptera that we have examined, when an anal 
furrow is distinctly developed it is in front of the cubitus. 

The anal furrow is the line of division between the coriimi and the « 
clavus; the median furrow when well-developed separates the embolium 
from the corium; and the development of a nodal furrow limits the corium 
still more by cutting off the cuneus. 



Digitized by 



Google 



CHAPTER XVIII 
THE WINGS OF THE DERMAPTERA 

The winged members of this order have four wings. The first pair of 
wings are leathery, very short, without veins, and when at rest meet in a 
straight line on the back, resembling the elytra of staphylinid beetles; the 
second pair are large, with radiating veins, and when at rest are folded both 
lengthwise and crosswise. The radiating veins extend from a point near 
the middle of the length of the wing (Fig. 305). When the wing is not in 
use that part over which these veins extend is folded in plaits like a*fan, 
after which the wing is folded twice crosswise. 

The' part of the wing traversed by the radiating veins is the greatly 
expanded anal area. The preanal area is much reduced and contains only 
two longitudinal veins; this area is^uite densely chitinized. 




Fig- 305' — Hind wing of an earwig. 

The tracheation of a hind wing of a nymph is represented by Figure 306. 
There is a transverse basal trachea (Fig. 306, tb) connecting the costo-radial 
and the cubito-anal tracheae. The tracheae of the cubito-anal group all 
coalesce at the base forming a single large trachea, from which, however, 
the cubital trachea soon separates (Fig. 306, Cu), The anal trachea is 
twelve-branched. 

In the wing of the adult there are three distinct anal veins (Fig. 305). 
The first anal vein is ten-branched; eight branches form a group of radia- 
ting veins, and the other two branches arise separately between this group 
of radiating veins and the base of the wing. The tracheae in the wing of the 
nymph (Fig. 306) corresponding to the ten branches of the first anal vein 

(295)- 
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are. easily recognized, as they occupy exactly similar positions. The two 
remaining branches, those that arise near the base of the wing, are doubt- 
less the tracheae that precede the second and third anal veins respectively. 

The costo-radial group of tracheae is represented by a single trachea ; this 
I believe to be the radial trachea. It is surely not the costal trachea, as the 
vein that it precedes is far from the margin of the wing of the adult; and 
of the other three veins of the costo-radial group of veins, the radius is the 
more persistent one in other orders of insects. 

In the adult wing the preanal area is divided into two parts by the nodal 
furrow (Fig. 305, n/), a basal part and an apical part. 




Fig. 306. — Tracheation of the hind wing of an earwig. 

The radius extends about one^half the length of the basal part of the 
preanal area; it is connected with the cubitus by a cross-vein or a branch 
near the tips of the two veins. 

The cubitus arises from the first anal vein and extends transversely 
until it nearly reaches the radius and then extends longitudinally a little 
more than half the length of the basal part of the preanal area. It is 
forked near its end, and the posterior fork is connected with the anal vein 
by a vestige of a vein, which may be the remnant of vein Cua. 

A striking feattu*e of the adult wing is a series of intercalary veins 
alternating with the branches of the first anal vein. There is no indication 
of the presence of these veins in the wing of the nymph. Neither is there in 
the wing of the nymph any indication of the series of cross-veins that 
extends parallel with the margin of the wing and connects the alternating 
branches of the first anal vein and the intercalary veins. 
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CHAPTER XIX 
THE WINGS OF THE COLEOPTERA 

The members of this order have four wings; the first pair of wings, 
which are called elytra, are greatly thickened and meet in a straight line 
down the back (Fig. 307) ; the second pair of wings are folded beneath the 
elytra when not in use. 

The great modifications in form and structure of the wings of the 
Coleoptera make the study of the wing- venation of these insects a difficult 
one. Correlated with the loss of the flight function of the elytra in the 
course of their change to thickened protective organs, there has been a 
reduction of their venation ; and in the case of the hind wings, the fact that 
in most cases they are transversely folded when 
at rest has resulted in a great modification of the 
courses of the veins and in the formation of secon- 
dary vein-like thickenings of the wing. 

In spite of the difficulties just referred to, the 
problem of determining the homologies of the 
wing-veins of the Coleoptera is not an insuperable 
one if use be made of the ontogenetic method of 
study. In the pupal wings, so far as they have 
been examined, the principal tracheae are com- *^" ^^I^uiatm!^^^^^ 
paratively well-preserved; and a study of these 

tracheae furnishes data for determining the homologies of the wing-veins. 
• The beginning of the application of this method of study to the wings 
of the Coleoptera was made by Comstock and Needham ('98). Our dis- 
cussion of the matter, however, was brief and devoted largely to a demon- 
stration of the fact that the elytra are naodified wings and not the greatly 
enlarged paraptera of the mesothorax, as was believed by Meinert C80). 

The most conclusive evidence that we found regarding the homology 
of the elytra was presented by their development. We traced the develop- 
ment of the two pairs of wings in a coccinelUd beetle, Hippodamia 13- 
punctata; and found that previous to their emergence from the larval wing- 
pockets, there is no appreciable difference between the fore and the hind 
wings; after this, however, the elytra show a distinctly thicker layer of 
hypodermis on their dorsal side, and the thinness of the hind wings steadily 
increases with their expansion in area. The hind wings are greatly 
expanded at their final transformation, while the elytra are almost as large 
in the pupa as in the imago (C. & N. '99, p. 850). 

Further evidence is the fact that a very close correspondence exists 
between the tracheation of the elytra and that of the hind wings; and what 
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is especially striking is that similaf modifications occur in the two pairs of 
organs. We figured the tracheation of the wings of two cerambycid pupae ; 
these figures are repeated here (Fig. 308 and 309). 

**In the species represented by Figure 308, the radial trachea is the 
most prominent one in both elytra and hind wings. On the other hand, in 




Fig. 308. — Tracheation of the wings of a cerambycid pupa (From C. & N.). 

the species represented by Figure 309, the radial trachea is reduced in both 
elytra and hind wings to a mere vestige. If the elytra and hind wings were 
not homodynamous organs, it is not probable that the modifications of the 
two would be so closely correlated. 

"In comparing the tracheation of the elytra with that of the hind wings^ 
the most striking difference observed is the greater reduction of the anal* 




Fig. 309. — Tracheation of the wings of a cerambycid pupa (From C. & N.). 
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area of the former. This is doubtless due to the fact that the meeting of 
the elytra, when at rest in a straight line along the middle of the back does 
not admit of an expanded anal area. 

"The extent of the correspondence between the venation and the 
tracheation of the hind wing of a full-grown pupa is shown by Figure 310. 
The principal tracheae are within the veins, but the branches of these 
tracheae extend irregularly through the wing. In the region where the 
wing is to be folded the secondary vein-like thickenings are only partly 
supplied with tracheae." (C. & N.) 

Contemporaneous with the publication of the series of articles by 
Comstock and Needham, Kruger C98) presented to the University of 
Gottingen a thesis on the development of the wings of insects with especial 
reference to the elytra of beetles. This author studied the development of 
the wings of Tenebrio molitor and of two species of Lema; and, notwith- 
standing the fact that he found that the hind wings and elytra arise simul- 
taneously and develop in an exactly similar manner for a major part of the 




Fig. 310. — Hind wing of a pupa of a beetle (From C. & N.). 

larval life, reached the unwarranted conclusion that the elytra are divergent 
structures and not specialized wings. This conclusion was based on differ- 
ences in structure between the fore wings and hind wings that appear late 
in their development and which are correlated with the specialization of the 
elytra as wing covers. 

Since the publication of the papers referred to above, several papers 
have appeared in which the development of the wings of Coleoptera are 
discussed; these are by Needham ('00), Tower ('03 ), and Powell (*o4). 
As these all confirm our conclusion that the elytra are modified wings, and 
as none of them discuss the homologies of the wing veins, it is not necessary 
to review them here. 

The elytral tracheation of the tiger beetles (Cicindelidae) has been 
described in two papers by Shelf ord (* 1 3 and * 1 5 ) . These studies are based 
on examinations of adult dried elytra. In only two genera {Amblychila and 
Mantichora) were all of the six principal tracheae found. Of course the 
basal connections of the tracheae could not be seen. 
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An extended series of papers on the venation of the hind wings of Coleop- 
tera has been published by Kempers ('qq-^oq). This contains excellent 
figures of the venation of the hind wings of representatives of many families. 
But as these studies are based entirely on studies of the wings of adult 
insects, it is desirable that the conclusions regarding the homologies of the 
wing-veins should be confinned by ontogenetic studies. 

There has recently appeared, however, a contribution to our knowledge 
of thetracheation of the wings of Coleoptera based on a study of the wings 
of pupae ; this is by Kuhne ('15). This author gives figures of the trachea- 
tion of the fore wings of pupae of four genera of beetles and of the hind wings 
of pupae of seven genera; but in only one genus {Caniharis) are the basal 
connections of the principal tracheae shown. 

In this genus the radial trachea has not followed the medial trachea in 
its migration along the transverse basal trachea towards the cubito-anal 
group of tracheae to so great an extent as Comstock and Needham found it 
had in the cerambycid pupal wings represented by Figure 308. This is 
markedly the case in the hind wings of Caniharis as figured by Kuhne; 
but in one of the fore wings of Caniharis figured by this author, his Figure 7, 
the radial trachea has evidently begun its migration towards the cubito-anal 
group of tracheae. 

With this limited amount of data before him Kuhne concludes that the 
labeling of the tracheae of cerambycid pupae given by Comstock and 
Needham is an incorrect one, and that the radial trachea always remains a 
member of the costo-radial group of tracheae. 

When we consider the great differences in the extent of the migration of 
trachea R within the order Orthoptera, as is shown in Chapter VII, one is 
not warranted in making generalizations regarding the conditions in the 
Coleoptera after studying the basal connections of the tracheae in the wings 
of a single genus of beetles. As yet I see no reason for changing the labeling 
of the tracheae in Figures 308 and 309. 

It is evident from this review of the literature of the subject that much 
remains to be done before our knowledge of the homologies of the wing- 
veins of the Coleoptera can be regarded as firmly established. 

The solution of the problem is rendered difficult by the fact that in nc 
coleopterous pupa yet examined have the principal wing-tracheae retained 
the mode of branching characteristic of the hypothetical primitive tjrpe; 
in most cases the tracheae extend in nearly direct lines with only small, 
irregularly arranged branches. It seems also to be made more difficult by 
another factor, namely, that the observations that have been made indicate 
that in the Coleoptera, as in the Hymenoptera, the venation of the wings 
precedes their tracheation. The courses of the tracheae, therefore, are 
determined by the nature of the highly modified venation. 
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CHAPTER XX 
THE WINGS OF THE STREPSIPTERA 

In this order the fore wings, which are tenned elytra by some writers 
and pseudo-halteres by others, are reduced to slender club-shaped append- 
ages. The hind wings are large, compared 
with the size of the tiny body, fan-shaped, 
furnished with radiating wing-veins, and 
folded longitudinally. 

The venation of the wings is degen- 
erate. There is a variable number of radi- 
ating veins, which in the most generalized 
wings are eight in ntmiber. These are 
supposed, by Pierce ('09), to be the eight 
principal veins of the typical wing, the 
costa, subcosta, radius, media, cubitus, 
and the three anal veins, respectively, and 
are so designated by him in his most 
excellent monograph of the order. With 
our lack of knowledge of the tracheation 
of the wings, this conclusion can hardly be questioned. There are no cross- 
veins. The veins are rarely forked; but there are usually detached veins in 

the outer half of the wing. These extend longi- 
tudinally in the area between the radius and the 
media (Fig. 311). 

The detached veins are usually one or two in 
ntmiber. Pierce makes no suggestion as to the 
homology of these veins; but the arrangement 
of the veins in the wing of Acroschistnus hubbardi 
. (Fig. 312) leads me to believe that the first 
detached vein is the radial sector; and the 
second one, a branch of media. As this con- 
clusion, however, is not incontrovertible, it will 
probably be best, in descriptions of species, 
merely to state the ntmiber of detached veins between the radius and the 



^ 2dA 

Fig. 311. — ^Wing of Paraxenos 

eberi (From Pierce after 

Saunders). 




312. — Wing of A cr OS- 
US hubbardi (From 
Pierce). 



\ media, without attempting to determine their homologies. 
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CHAPTER XXI 
THE WINGS OF THE MECOPTERA 

(a) THE MORE GENERAL FEATURES OP THE WINGS OP THE MECOPTERA. 

In nearly all of the winged members of the Mecoptera the wings are 
long, narrow, membranous, and furnished with a considerable number of 
cross-veins. The two pairs of wings are similar in form and 
nearly equal in size; the hind wings are usually a little shorter 
than the fore wings. In many species the wings are conspicu- 
ously spotted or banded (Fig. 313). In a few forms the wings 
are either absent or vestigial. 

In two genera Merope and Notiothauma, the represent- 
atives of which are very rare insects, the wings are com- 
paratively broad. 




Fig. 313 — 
Panarpa, 



' {b) THE VENATION OF THE WINGS OP THE TYPICAL MECOPTERA 

Our conclusions regarding the homologies of the wing-veins of the 
Mecoptera are based entirely, on a study of the wings of adults; for, as yet, 
the tracheation of the wings of pupae has not been observed. It is not 
probable, however, that a study of pupal wings would modify these con- 
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Pig. 314. — The wings of Panorpa, 
(302) 



Digitized by 



Google 




THE WINGS OF MECOPTERA 303 

elusions, as the venation of the wings is so nearly typicsi that the identifica- 
tion of the veins presents no diflSculties. 

In some cases, as in the fore wings of certain species of Panorpay the 
number and the arrangement of the wing-veins is that of the h)rpothetical 
primitive type, with the 
addition of a considerable 
number of cross-veins; 
and in all cases, except- 
ing the aberrant genera 
Meropeand Notioihauma, 
the modifications of this 
type are comparatively 
slight. 

The most obvious 

modification of the prim- „. ^ rt.-j- *» ^ 

. , *^ Fig, 315. — Base of a hind wing of Panorpa, 

itive type is the presence 

of one or two accessory veins on one or more of the branches of the 

radius. These are borne most frequently by vein R2.' 

Another modification of the primitive type that exists commonly is the 
anastomosing of one or*of both branches of the cubitus with the adjacent 
vein ; that is vein Cui anastomoses with vein M, and vein Cu2 with the first 
anal vein. In the fore wing of Panorpa (Fig. 314) each of the principal 
veins extends separately from the base of the wing; but in the hind wing 
each of the branches of the cubitus anastomoses with the adjacent vein. 
This is shown more clearly in the enlarged figure of the base of the hind 
wing (Fig. 315). 

The relation of the branches of the cubitus to the adjacent veins in the 
three common winged genera was pointed out by Miyake ('13). In the 
fore wings of Panorpa and of Panorpodes the principal veins extend separ- 
ately from the base of the wing. In the fore wing of Bittacus, veins Cui 
and M anastomose, but vein Cuj is separate from the first anal vein. In 
the hind wings of all of these genera, each of the branches of the cubitus 
anastomoses with the adjacent vein. 

(c) THE ABERRANT MECOPTERA 

There are two genera of insects which, although they differ greatly in 
appearance from the typical members of the Mecoptera, are doubtless 
members of this order. These are Merope and Notiothauma. 

The genus Merope is represented by a single species, Merope tuber which 
was described by Newman in 1828 (Ent. Mag. V. p. 180). Newman was 
tmable to decide as to the zoological position of the genus. Later West- 
wood C41), from a study of the mouth parts decided that it should be 
placed in the Panorpidae. 
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Metope tuber is an American insect. Although it is quite widely dis- 
tributed in the Atlantic States, less than a score of individuals are known to 
exist in collections. Professor Needham had the good fortune to collect 
one at Ithaca; and I am indebted to him for an opportunity to study its 
wings and to give a figure of the insect (Fig. 316). 

A striking feature presented by the wings is the presence of a minute 
semicircular tuberculous appendage near the base of the inner margin of the 
fore wing. It was this that suggested the specific name of the species. 

The wings of Metope tubet (Fig. 317), at first sight, appear to be quite 
different from those of the typical Mecoptera. But when they are exam- 
ined in detail it is found that, aside from the fact that they are less elongate 
and that they bear an imusually large ntimber of cross-veins, the only 

important difference is that the costal area 
of the wings is broad and resembles this area 
of neuropterous insects more than it does that 
of Panotpa. This resemblance is increased 
by the presence of many cross-veins extending 
from the subcosta to the costa and a smaller 
ntimber of cross-veins between the subcosta 
and vein Ri. 

The presence of one or two accessory veins 
on one or more of the branches of the radius 
and the anastomosing of cubitus with the 
adjacent veins, which were pointed out above 
as characteristic of the Mecoptera, are also to 
be found in this genus. 

In the Ithaca specimen, vein Rj of all 
of the wings bears a single accessory vein. 
In the specimen figured by Westwood, vein Rj bears two accessory 
veins in the fore wing and only one in the hind wing. But Dr. Asa 
Fitch, who had both sexes of this species, states in his "Fourteenth Report," 
that both pairs of wings are liable to vary in the ntmiber of these branches. 
In fact in his female specimen the fore wing of the left side and the hind 
wing of the right side had each one more branch than the corresponding 
wing of the other side. 

In the fore wing of the specimen taken at Ithaca cubitus and the first 
anal vein coalesce for a short distance. Immediately after vein Cu separ- 
ates from ist A, Cui extends transversely to the long axis of the wing and 
anastomoses with vein M for a considerable distance. Vein Cui bears 
one accessory vein on the right wing and two on the left wing. The anal 
furrow is along the first anal vein. There are three anal veins, all 
unbranched. 




Fig. 316. — Metope tuber ^ slight- 
ly enlarged (Photograph^ 
by J. G. Needham). 
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In the hind wing of this specimen vein Cui anastomoses with vein M4 
for a short distance. Vein Cui bears one accessory vein on the right side, 
but is unbranched on the left side. 

Dr. Fitch gave the poptilar name Earwig-fly to this insect on account of 
the stout pair of forceps at the caudal end of the abdomen of the male. 




Fig. 317. — Wings of Merope tuber. 



The genus Notiothautna was established by McLachlan (*77) to receive 
a remarkable insect from Chili, which he named Notiothauma Reedi. Only 
a single mutilated individual was known, the head and pronotum of which 
were nearly entirely destroyed. But the form of the wings and the presence 
of a well-developed, nearly semi-circular lobe at the base of the inner margin 
of the fore wings indicated that the species was allied to Merope tuber, 
McLachlan gave a figure of his specimen, which was carefully copied by 
Brongniart C93). I reproduce Brongniart's copy, as it is better suited for 
reproduction by photoengraving than the original (Fig. 318). 
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The wings of Notiothauma resemble those of Metope in their more 
general features; but they present a much more intricate network of cross- 
veins ; and in some parts of the wing it is difficult to distinguish the longitu- 
dinal veins from the cross-veins. A similar condition exists in the wings of 
certain Plecoptera of which Pteronarcys dorsata (Fig. 254) is a good example. 




Fig. 318. — Notiothauma Reedi (After McLachlan by 
Brongniart). 
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CHAPTER XXII 
THE WINGS OF THE TRICHOPTERA 

The order Trichoptera as heretofore recognized includes those insects 
the larvae of which are commonly known as caddice-worms and the adtdts 
as caddice-flies. This is a well-defined, homogeneous group of insects. 
There is, however, a group of moth-like insects that have been included in 
the order Lepidoptera which so ^ as the structure of their wings is con- 
cerned and in some other respects are more closely allied to the Trichoptera 
than they are to the Lepidoptera, this is the Micropterygina. 

To continue to include the Micropterygina in the Lepidoptera raises a 
question of phylogeny to which I can find no answer; while the transference 
of this family to the Trichoptera removes this difficulty. This phase of the 
subject is discussed later, in the concluding part of this chapter. 

Although the Micropterygina are closely allied to the caddice-flies, there 
are differences between the two groups that warrant the regarding of each 
as a distinct suborder. I therefore propose the division of the Trichoptera 
into two suborders, thePhryganeina or aquatic Trichoptera and the Microp- 
terygina or terrestrial Trichoptera. 

The distinction in habits between the Phryganeina and the Microp- 
terygina is not an absolute one. Among the Phryganeina the larvae of the 
genus Enoicyla live tmder moss at the foot of trees, chiefly in woods and 
often at great distance from water; and, on the other hand, the known 
larvae of the genus Micropteryx, as now restricted, might be considered as 
semi-aqtiatic since they live in wet moss. 

SUBORDER PHRYGANEINA 

The Aquatic Trichoptera 

The suborder Phryganeina includes those Trichoptera in which the 
wings are clothed with long silky hairs, the tracheation of the wings of the 
pupae is reduced, and the larvae are aquatic. 

(a) THE MORE GENERAL FEATURES OF THE WINGS OF THE PHRYGANEINA 

The two pairs of wings are membranous and usually more or less densely 
clothed with long silky hairs. The fore wings are denser than the hind wings 
and are often slightly coriaceous ; in a few forms the wings are naked. The 
hind wings are shorter than the fore wings; but they are usually broader; 
this is due to an expansion of the anal area of the hind wings. In a few 
species the hind wings are reduced so that they are smaller than the fore 
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wings; in one species the female is apterous and in another the wings of the 
female are vestigial. When not in use the wings are folded roof-like over 
the abdomen. 

The posterior lobe of the fore wings is specialized as a fibula, which is 
well-developed in the more generalized forms, as Rhyacophila, but more or 
less reduced in the more specialized genera. The^costal border of the hind 
wings is furnished with hamuli in some forms, as in the Leptoceridae and in 
the Macronematinae. 

(6) THE TRACHEATION OF THE WINGS OF THE^PHRYGANEINA 

It was shown by Comstock and Needham that the tracheation of the 
wings bears but little relation to the wing- venation; this being one of the 

orders in which the trachea- 
tion of the wings is greatly 
reduced. If a wing of a 
pupa of a caddice-fly be 
examined after the cavities 
of the developing wing-veins 
have been formed it will be 
seen that usually only two 
or three main tracheae are 
present; and that although 
these may coincide with 
forming veins, their branches bear no relation whatever to the veins 
(Fig. 319). 

{c) THE PHRYGANEID TYPE OF WING-VENATION 

As the tracheation of the wings of pupae of the aquatic Trichoptera 
affords no help in the c}e termination of the homologies of the wing-rveins, 
we are forced to base our conclusions regarding these homologies on studies 
of the wings of adults. Fortunately in the more generalized members of 
this suborder it is easy to identify the veins; and the conclusions that have 
been reached regarding the homologies of the wing-veins of the Phry- 
ganeina are confirmed by a study of wings of terrestrial Trichoptera in 
which the wing-tracheae are preserved. 

The wings of Rhyacophila Jtiscula (Fig. 320) can be taken as illustrating 
the phryganeid type" of wing-venation. Beginning at the costal margin of 
the fore wing and proceeding backward the following features can be 
observed. 

The subcosta of the fore wing is forked ; the forking takes place near the 
tip of the vein; and vein Sc2 is connected with vein Ri by a cross vein. 
Near the middle of the length of the subcosta, an accessory vein (Fig. 




Fig. 319. — Wing of a pupa of a caddice-fly. 
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320, a) is given off, which extends to the margin of the wing. The humeral 
vein is present in its usual position. 

The radius of the fore wing is tjrpical; the radial fork is quite near the 
base of the wing; and the radial sector is dichotomously four-branched. 
The media is also typical, being dichotomously four-branched. 

The cubitus and the first anal vein coalesce at the base, where they 
traverse the cubito-anal sulcus. From the point where these two veins 
separate vein Cu extends in an obUque direction towards media, which it 
nearly reaches, and then making a bend extends in a longitudinal direction 
to the outer margin of the wing. It is of the typical two-brandied form. 



Scx^ 



/?! i?. 




2d A tslA Ch2 C^i 
Fig. 320. — ^Wings of Rhyacophila fuscula. 

The basal part of the free portion of vein Cu appears very much like a 
cross-vein. This appearance is accentuated by the fact that a serial vein 
has been developed, which consists of three parts, the basal part of media, a 
short cross-vein connecting media and vein Cu (Fig. 320, pa), and the 
longitudinal part of vein Cu. This results in the longitudinal part of vein 
Cu appearing to be a nearly direct continuation of the stem of media. The 
short cross-vein connecting media and cubitus corresponds to the posterior 
arculus of those orders in which an arculus is developed. 

The separate portion of the first anal vein is a direct continuation of vein 
Cu 4- I St A and extends in the bottom of the cubito-anal fold to the margin 
of the wing. The outer portions of the second anal vein and of two 
branches of the third anal vein coalesce, forming a single vein, which ends 
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in the margin of the wing near the tip of the first anal vein. A third branch 
of the third anal vein supports the margin of the posterior lobe of the wing, 
the fibula. In some species of Rhyacopkila the terminal portion of this 
third branch of the third anal vein extends across the fibula to the axillary 
furrow. 

The disposition of the anal veins of the fore wings is one of the most 
distinctive characteristics of the order Trichoptera. 

In the hind wing the subcosta resembles the subcosta of the fore wing 
except that it bears no accessory vein. The radius also resembles the 
corresponding vein of the fore wing. The media is only three-branched, 
veins Ms and M4 coalescing to the margin of the wing. The cross-vein 
connecting media and cubitus near the base of the wing, the posterior 
arculus, i^ transverse. Veins Cu and i3t A coalesce at the base of the wing 
for a much shorter distance than in the fore wing. The anal veins differ 
from those of the fore wing in that they all end separately in the margin of 
the wing. 

There is one feature in the disposition of the anal veins of the hind wing 
which, like the coalescence of the tips of anal veins in the fore wing, is a 
distinctively ordinal characteristic; this is the course of the second anal 
vein. This vein, near the base of the wing, extends forward until it reaches 
the first anal vein, with which it anastomoses for a considerable distance; 
it then bends away from the first anal vein abruptly and extends obliquely 
tmtil it is joined by a cross-vein, it then bends again and extends longitudin- 
ally to the margin of the wing. The cross-vein connecting the second and 
third anal veins is nearly longitudinal. 

The interpretation of the homologies of the wing-veins given above 
differs in one respect from that which has been commonly accepted. This 
is the recognition of the fact that in the fore wings veins Cu and ist A 
coalesce at the base of the wing and what appears to be an oblique cross- 
vein between veins Cu and ist A is really the base of the free part of vein Cu. 

This conclusion does not necessitate any change of view regarding the 
homologies of the terminal portions of cubitus and the first anal vein; con- 
sequently the lettering of figures of wings that is placed at the tips of veins 
will remain as before. 

The necessity for reopening the question of the homologies of the wing- 
veins of the Trichoptera was suggested by Dr. Cornelius Betten, who 
reached the conclusion that the vein designated here as vein Cu -f ist A is 
the cubitus and that designated as the first anal vein is vein Cu2. This 
necessitated the conclusion that what heretofore has been regarded as vein 
Cu2, and which I still believe to be this vein, is a definitive accessory vein, 
which Dr. Betten terms vein Cui^. 

Although Dr. Betten's discussion of this question is not yet published, 
he has published a figure in which the veins of the fore wing of a species of 
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RhyacopkUa are lettered in accordance with this interpretation (Betten 

'13-) 

During my studies of this subject Dr. Betten has aided me in every 
possible way, placing in my hands portions of his manuscript and figures 
and many mounted wings. I am under great obligation to him for this 
assistance. 

(d) THB MORE GENERAL FEATURES IN THE SPECIALIZATION OF THE WINGS 

OF THE PHRYGANEINA 

The wings of Rhyacophila fuscula (Fig. 320) probably resemble very 
closely the wings of the primitive Trichoptera, as they resemble in their 
more general features the hypothetical primitive type of insect wings. The 
more important modifications of this type are the following. 

In the fore wing the tips of the second anal vein and two of the branches 
of the third anal vein coalesce. This is a distinctively characteristic 
feature of the wing-venation of the Trichoptera. The subcosta bears an 
accessory vein; this, however, is tmimportant; accessory veins borne by 
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Fig. 321. — Fore wing of Rhyacophila sp. 

the subcosta exist in only a few genera of this order; in some there are 
several of these veins, as in the Japanese genus Perissoneura, figured by 
Ulmer (*o7). The coalescence of veins Cu and i st A at the base of the wing 
and the formation of the serial vein consisting of the base of media, the 
posterior arculus, and the distal part of vein Cu is an ordinal characteristic. 
In the hind wings media has been reduced to a three-branched condition by 
the coalescence of veins Mj and M4. 

By comparing more specialized forms with Rhyacophila fuscula it will 
be seen that in the preanal area the specialization of the venation of the 
wings is always by reduction. In the anal area of the hind wings the 
specialization is in some cases by addition, resulting in a broadly expanded 
anal area, in others it is by reduction. It is imnecessary to indicate, in this 
place, the methods of specialization of the wings in the different families of 
this order, as this has been done by Ulmer, Betten, and others. 
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There is, however, one method of specialization, which has been eluci- 
dated by Dr. Betten and to which he has called my attention, that should 
be referred to here. It is the modifications of the basal part of the free 




Fig. 322. — Fore wing of Uydromanicus dilatus, 

portion of vein Cu of the fore wings, that part which appears to be an 
oblique cross-vein. 

In the hind wing of Rhyacophila fuscula veins M and Cu 2fre connected 
near the base of the wing by a transverse cross-vein (Fig. 320). In the fore 
wing of this species this cross-vein has become longitudinal and forms a part 
of the serial vein M — Cu. In a species of Rhyacophila from India, in Dr. 
Betten'sjcoUection, this cross-vein has been obliterated by the anastomosis 
of veins M and Cu (Fig. 321), and the basal part of vein Cu simidates a 
cross-vein so completely that but for the evidence presented by forms in 
which veins M and Cu do not anastomose its identity would not be sus- 
pected. This is the usual condition of the base of vein Cu in the fore wing. 
More remarkable still is the fact, also discovered by Dr. .Betten, that 
after the basal part of vein Cu is transformed into a cross-vein, it may 

migrate from its first position. Thus 
in Hydromanicus (Fig. ^22) ithasmoved 
a considerable distance toward the outer 
margin of the wing, following along the 
longitudinal part of Cu. This restdts 
in the posterior arculus becoming great- 
ly lengthened. 

(e) THE METHODS OF UNITING THE 
TWO WINGS OF EACH SIDE 




Fig. 323. — Fibula of Rhyacophila 
fuscula. 



In Rhyacophila the posterior lobe 
of the fore wing forms a well-developed 
fibula (Fig. 323). This is hatchet- 
shaped and supported by the third branch of the third anal vein; in some 
individuals the third branch of the third anal vein extends along the free 
margin of the fibula (Fig. 320), in others it is curved so as to extend across 
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the fibula (Fig. 323). The axillary furrow is immediately behind thesecond 
branch of the third anal vein. It is evident that this fibula is fitted to 
dasp the anterior tuberosity of the hind wing. 

There are two facts that indicate that this is the most primitive form 
of fibula that exists among the living Phryganeina: first, the generalized 
condition of the wing-venation of Rhyacophila; and second, the fact that 
this fibula is identical in structure with that of Mnemonica, one of the most 
generalized of the terrestrial Trichoptera. It is evident that Rhyacophila 
and Mnemonica resemble in the venation of their wings and in the form of 
their fibulae the stem form from which the Phryganeina and the Microp- 
terygina have been evolved. 

When more specialized Phryganeina are studied it is found that there is 
a marked reduction in the size of the fibula and a modification of its form. 
In Hydromanicus, for example, the posterior lobe of the fore wing (Fig. 322) 
is greatly reduced in size and has Uttle appearance of being a fibula. It is 
evident that the tmiting of the two wings of each side is being attained in 
other ways than by a fibula alone. In some cases this is by the overlapping 
of the wings; in some cases as in Phanostoma and Leptocerus there is a 
series of prominent hamuli on the costal margin of the hind wing; and in 
others, as in Gaera, there are strong spines borne at the humeral angle of the 
hind wing, which probably function as a frenulum. 

SUBORDER MICROPTERYGINA 
The Terrestrial Trichoptera 

The suborder Micropterygina includes those Tricljoptera in which the 
wings are clothed with scales, the tracheation of the wings is preserved, and 
the larvae are not aquatic; it is represented by a single family,' the Micro- 
pterygidae.* 

The Micropterygidae is a small family of minute moth-like insects which 
are generally believed to belong to the order Lepidoptera, although several 
writers have suggested the close affinity of these insects to the Trichoptera. f 

*The genus Micropteryx and its allies were long considered as constituting a single 
family the Micropterygidae. In 1894 Chapman proposed the separation of tlSs family 
into two families, the Micropterygidae and the Eriocephalidae (Trans. Ent. Soc. Lond. 
1894, p. 336). In 191 2 Meyrick in his monograph of this group (Genera Insectorum, 
Fascicule 132) regards it as constituting a single family, the Micropterygidae, whidi he 
divides into three subfamilies as follows: the Mnesarchainae, which includes a single 
genus, Mnesarch^ea, represented by three species in New Zealand; the Eriocraniinae, 
which corresponds to the Micropterygidae of Chapman; and the Micropteryginae, which 
corresponds to the Eriocephalidae of Chapman. This shifting of family or subfamily 
names is due to the conclusion that the generic name Eriocephala is a synonym of 
Micropteryx, For the sake of simplicity I follow Meyrick in regarding the Microptery- 
gina as including a single family, although it is highly probable that tdtimately the 
mandibulate and haustUate members of this group will be placed in separate families. 

tNote especially the remarks of Dr. Sh^ and Mr. McLachlan ^roc. Ent. Soc. 
London. 1896, p. XVII), and E)r. T. A. Chapman (Trans. Ent. Soc. London, 1896, 
p. 569). 
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(a) THE VENATION OF THE WINGS OF THE MICROPTERYGIDiE 

The family Micropterygidae has been monographed recently by Mey- 
rick C12), who recognizes eight genera represented by fifty-five species. 
This author calls attention to the resemblance of some of the more general- 
ized forms, as Sabatinca, to Rhyacophila; but does not suggest the trans- 
ference of this family from the Lepidoptera to the Trichoptera. 

The wings of a species of Mnentonica (Fig. 324) can be taken as illus- 
trating the more generalized type of wing-venation found in the Microp-^ 
terygidae. The fore and hind wings are quite similar in form and venation. 
The subcosta is distinctly forked in the fore wing and slightly so in the hind 
wing. Vein Ri in both wings bears an accessory vein, vein Rial the pres- 
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Fig. 324. — Wings of Mnemonica sp. 

ence of this accessory vein is limited to the more generalized members of 
the family. The radial sector is four-branched in both fore and hind wings; 
in the fore wings of the individual figured here vein R3 arises from vein 
R4+6, but this is an exceptional feature; usually the forking of the radial 
sector is dichotomous. The media is reduced to a three-branched condition 
in both fore and hind wings, by the coalescence of veins Ms and M4. In 
the fore wings veins Cu and ist A coalesce at the base of the wing; the base 
of the free part of vein Cu appears like a cross- vein ; and a serial vein is 
formed by the base of media, the posterior arculus, and the longitudinal 
part of the cubitus. In the fore wings the tips of the second and of the first 
two branches of the third anal vein coalesce, forming a single vein, which 
reaches the margin of the wing near the tip of the first anal vein. 
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There are two features of the venation of these wings that are of especial 
interest: first, the course of cubitus in the fore wing, described above; 
and second, the course of the second 
anal vein of the hind wing, which 
anastomoses with the first anal vein near 
the base of the wing, in the same manner 
as in Rhyacopkila, described on an eariier 
page. 

The fibula of Mnemonica (Fig. 325) is 
identical in structure with that of Rhyaco- 
phila (Fig. 320). It is hatchet-shaped, the 
axillary furrow is immediately behind the 
second branch of the third anal vein, and 
the longitudinal margin is supported by the third branch of the third 
anal vein. 




325. — Fibula of Mnemonica sp. 



(b) THE TRACHEATION OF THE WINGS OF THE MICROPTERYGINA 

A Study of the tracheation of the wings of Mnemonica confirms the 
conclusions reached regarding the homologies of the wing-veins of this 
insect and of those of Rhyacophila* 

In Figures 326 and 327 which represent the basal portion of the wings of 
Mnemonica, the tracheae are shown in the wing-veins in so far as they can 
be clearly distinguished in the specimen figured. 

In the fore wing, no costal trachea was foimd. There is a single trachea 
in the subcosta, which is not clearly visible except in the basal fourth of the 
vein, where it is distinct. At the base of the radius there is a single trachea, 
but this forks just before the point where subcosta and radius diverge. At 
about one-third of the distance from this point to the radial fork, one of 
these two tracheae again divides. A little farther distad the other of the 
two branches divides. All four of these branches pass into the radial 
sector. I am unable to find any trace of trachea Ri.f In the basal part of 
the stem of media there is a single trachea; this divides into two a con- 
siderable distance before the cross-vein that extends to vein Cu (p a) is 
reached; one of the two again divides a short distance beyond this cross- 
vein; and the other divides into two a little farther on ; all of these tracheae 

*I am indebted to Dr. W. T. M. Forbes for an opportiinity to study a preparation 
of the winpp of a species of Mnemonica, in which the tracheae can be clearly seen in the 
basal portions of most of the wing- veins. Dr. Forbes placed this preparation in my 
hands with the suggestion that the tracheation of these wings indicates the necessity 
of a modification of the commonly accepted view regarding the homologies of some of 
the wing-veins of the Micropterygidae. A careful study of this specimen has fully 
confirmed Dr. Forbes* suggestion. 

fA similar forking of tracheae near the base of the wing which results in the stem of a 
forked vein containing several parallel tracheae, one for each of its branches, occurs 
in the Sesiidae, and in some hepialids, at least. 
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beccone invisible before the medial fork is reached. The cubital and first 
anal tracheae coalesce for a short distance at the base of the wing and then 
separate; the cubital trachea divides into two a short distance before the 




Fig. 326. — Base of the fore wing of Mnemonica. 

point where vein Cu separates from the first anal vein and both branches 
follow the 2i-shaped course of this vein. There is no trachea in the pos- 
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Fig. 327. — Base of hind wing of Mnemonica. 
terior arculus. The first anal trachea I am unable to trace beyond the 
point where vein Cu branches off, owing to the atrophied condition of the 
first anal vein. The second anal trachea is clearly visible. 
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In the hind wings the cubital and first anal tracheae coalesce for a short 
distance, but the two soon separate; they extend parallel in the coalesced 
vein until the point is reached where the two veins separate and then each 
follows its vein. The base of the free part of vein Cu makes a sharp curve 
towards the base of media but does not quite reach it, the two veins are 
connected by a short posterior arculus in which there is no trachea. Directly 
opposite the point of separation of the cubitus and the first anal veins, the 
first anal vein is joined by the second anal vein, the trachea of which is 
perfectly distinct. The tracheae of the two veins continue parallel until 
the two veins separate and then the second anal trachea follows its vein. 

(c) THE ZOOLOGICAL POSITION OF THE MICROPTERYGIDiE 

If the wings of Mnetnonica, one of the more generalized of the Micro- 
pterygidae (Fig. 324), be compared with those Khyacophila, one of the more 
generalized of the Phryganeina (Fig. 320), it will be seen that they agree 
in the more essential features of their venation ; the more striking chars^cter- 
i$tics of the one are presented by the other. These characteristic features 
are the following. In the fore wings , the coalescence of veins Cu and ist A 
at the base of the wing ; the Z-shaped course of vein Cu ; the formation of a 
serial vein consisting of the base of media, the posterior arculus, and the 
longitudinal part of vein Cu ; the coalescence of the tips of the second anal 
vein add of two of the branches of the third anal vein; and the cross-vein 
between the first and second anal veins. In the kind wings, the coalescence 
of veins Cu and ist A at the base of the wing; the Z-shaped course of the 
cubitus; the anastomosis of the first and second anal veins; the longitu- 
dinal direction of the cross-vein connecting the second anal vein and the 
first branch of the third anal vein; and the form of the branching of the 
third anal vein. In addition to these common venational features the 
fibulae of the two insects are identical in structure. 

The possession of this remarkable series of common features of their 
wings by these representatives of the Phryganeina and the Micropterygina, 
and which is found in no insect not belonging to one of these two groups, 
can be explained only by assimiing that it indicates a commimity of descent 
of the two groups. This conclusion is confirmed by the results of Dr. T. A. 
Chapman's studies of pupae.* 

For these reasons, the Micropterygina must be regarded as more closely 
allied to the Phryganeina than they are to any other group of insects ; that 
is, they are obviously trichopterous insects. . 

It is also obvious that the Phryganeina and the Micropterygina represent 
two quite distinct lines of descent from the common stem of the order and 
should be regarded as distinct suborders. 

•Trans. Ent. Soc. London, 1896, p. 569. 
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If the Micropterygidae be retained in the order Lepidoptera they must 
be considered the most generalized members of the order, being near the 
stem form from whidi the Trichoptera and the Lepidoptera have been 
evolved. This view necessitates the explanation of the manner in which the 
Hepialidae, with their peculiar jugum, and the Frenatae were evolved from a 
form having a well developed fibula, like that of Mnemonica and Rhya- 
cophila. This must be done if the Lepidoptera, including the Micro- 
pterygidae, is to be shown to be a monophylitic group. 
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The wings of Prionoxystus robinice. 
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CHAPTER XXIII 
THE WINGS OF THE LEPIDOPTERA 

(a) THE MORE GENERAL FEATURES OP THE WINGS OP THE LEPIDOPTERA 

In the Lepidoptera the wings are membranous and are covered with 
overlapping scales. They are usually broadly expanded; but in some of 
smaller forms they are long and narrow. When at rest, the wings are 
variously disposed in the different members of the order. In a few species 
the males are wingless. 

The wing-venation is comparatively simple; the only puzzling features 
are due either to the coalescence of veins or to the atrophy of veins. If we 
except the humeral veins, which are described later, in no family is there 
normally a specialization of the venation by the development of either 
accessory or intercalary veins; and only the principal cross-veins are 
present. 

The most striking departure from the hypothetical primitive type is the 
fact that media is only three-branched. In this respect this order agrees 
with the Diptera; but the Lepidoptera differs from the Diptera in its 
characteristic method of coalescence of veins. In this order the coalescence 
of veins almost invariably procedes outward; while in the Diptera it often 
procedes from the margin of the wing towards the base of the wing. 

(b) THE CLOTHING OP THE WINGS OP THE LEPIDOPTERA 

The clothing of scales. — The most distinctive feature of the wings of 
the Lepidoptera is the coating of scales with which they are covered. This 
coating of scales is the dust that comes off 
upon one's fingers when a moth or butterfly 
is handled. 

When this dust is examined with a micro- 
scope it is found to be composed of very 
minute scales of various forms but regular in 
outline; and when a wing is looked at in the 
same way, the scales are seen to be arranged 
with more or less regularity upon it (Fig. 
328). The body, the legs, and other append- 
ages are also covered with scales. 

It is well-known that these scales are ^i^' Pi,""^^'"!,''^ ^ "^""l^ ^ 
1 j-fi J ^ a>i. i. • ^u butterfly greatly magnified, 

merely modified setae. That is, they are 

setae which, instead of growing long and slender as setae usually do, 

grow very wide as compared with their length. Every gradation in form 

can be found from that of the ordinary seta, which occurs most abundantly 

(319) 
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Fig. 329- 



-Scales of Euclea cippus (After 
Kellogg, '94). 



Upon the body, to the short and broad scale, which is best seen upon the 
wings (Fig. 329). This fact was pointed out by R&umur nearly two hun- 
dred years ago (Memoires V. I. 1734); and in more recent times the 

morphological identity of 
setae and scales has been 
established by studies of 
their development. This 
identity was inferred by 
Semper ('57) and Landois 
C71). Schaffer ('89) point- 
ed out that both scales and 
hairs are evaginations of 
greatly enlarged hypoder- 
mal cells and figured one 
stage in the develojjment 
of the scales. Mayer ('96) 
gave a complete account of 
the development of scales and illustrated his paper by most excellent 
figures of all stages of this development. 

The structure of scales is what would be expected from the fact that 
they are nxodified setae, the scales, like setae, being hollow; and the manner 
of their attachment to the cuticula of the body and its 
appendages is the same as that of the setae, each scale being 
provided with a pedicel which fits into a cup-like socket in 
the cuticula. 

A striking feature of the scales of Lepidoptera is the mark- 
ings that exist on their exposed surface. These may consist 
merely of many, v^ry fine, longitudinal ridges (Fig. 329); 
or there may be series of transverse ridges between the longi- 
tudinal ones (Fig. 330). 

A cross section of certain scales indicates that the ridges 
are produced by foldings of the outer wall (i. e, the wall of the 
scale that is exposed when the scale is in place on the wing). 
Figure 331 represents cross sections of a scale illustrating 
this condition. In some scales, however, the lumen of the 
scale has been filled to a considerable extent by chitin, and 
the origin of the ridges is not so obvious. Fig.330.-Scale 

The scales of the Lepidoptera were probably develox)ed of Lycomor^ha 
from that type of setae known as clothing hairs, and were kSio^). 
primarily merely protective in function. This is doubtless 
their chief, if not only, function on most parts of the body, where they form 
a very perfect armor. 
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The development of ridges on the surface of scales adds greatly to their 
stiffness, and thus increases their efficiency as a protective covering, as the 
corrugations in the sheets of iron used for covering the sides of buildings 
adds to the stiffness of the metal. 

Upon the wings a covering of rigid scales would serve not merely to 
protect the wings but would tend to stiffen them, and thus arose a secondary 
function of scales which has resulted in the perfecting of their arrangement 
upon the wings in the more specialized members of the order as already 
indicated. 

There are great differences among the insects of this order regarding 
the regularity of the arrangement of the scales upon the wings. With some 
of the more generalized moths the scales are scattered irregularly over the 
surface of the wings. But if a wing of one of the more specialized butter- 
flies be examined with a ndcroscope the scales will be found arranged in 
r^;ular overlapping rows; the arrangement being as regular as that of the 
scales on a fish or of the shingles on a roof. Figure 328 represents a small 
portion of a wing of one of the more 
specialized butterflies, where the 
arrangement of the scales is most 
perfect. In the upper part of the 

figure the membrane is represented F^g- 331 .--Cross-section of s^es of Par- 
^ ^ nasstus smtntheus (After Kellogg). 

with the scales removed. 

Even in those insects in which a very perfect arrangement of the scales 
upon the wings has been attained, great differences in the degree of perfec- 
tion of this arrangement exists in the two wings of the same side and in the 
different parts of the same wing. The arrangement is most perfect in those 
wings and in those parts of each wing that are subjected to the greater 
strain during flight. And is more perfect in swift flying species that it is 
in those of slow flight. 

The taxonomic value of these differences in the arrangement of the 
scales of the wings of the Lepidoptera and also of the different types of 
scales found in different divisions of the order was investigated by Professor 
Kellogg C94), to whose extended account the reader is referred for a dis- 
cussion of this phase of the subject. 

A secondary use of the scales of the Lepidoptera is that of ornamenta- 
tion; for the beautiful colors and markings of these insects are due entirely 
to the scales, and are destroyed when the scales are removed. 

The various colors of insects, and of other animals are produced in 
quite different ways; and classifications of these colors have been proposed 
based on the methods of their production. The literature of this subject is 
too extensive to be referred to in detail here. A most enjoyable, poptilar 
accotmt is given by Professor Kellogg in his American Insects (Kellogg '08, 
pp. 583-614) and a detailed analysis of the methods of the production of 
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color is given by Professor Tower in his Colors and Color-patterns of Coleop- 
tera (Tower '03). 

Following the classification of Tower the colors of the scales of the 
Lepidoptera may be either chemical, physical, or chemico-phjrsical. The 
chemical colors are produced by pigments in the scales; the phjrsical colors 
are produced either by reflection, refraction, or diffraction of light; and the 
chemico-physical colors are produced by either a reflecting, refracting, or 
diffracting structtire overlying a layer of pigment. There are alsa what 
Tower calls combination colors due to a combination of the causes just 
mentioned. 

As the production of colors by pigments is the most obvious method in 
nature, it is the one to which the colors of the Lepidoptera are commonly 
attributed. But it is now well-known that a large proportion of the most 
beautiful colors of these insects are either phjrsical or chemico-physical; 
this is true of the various metallic and iridescent colors so conmionly found 
in butterflies and many moths. 

Explanations of the methods of production of physical colors are given 
in text books on physics ; it is, therefore, only necessary here to point out a 
feature in the structiue of the scales of Lepidoptera that results in the pro- 
duction of these colors. This feature is the presence of the fine longitudinal 
striae described above. When the striae are very fine and close together 
they act in the same way as does a diffraction grating, producing the beauti- 
ful iridiscent colors. Kellogg ('94) found that on certain scales from a 
species of Morpho the striae were frxwn .0007 mm. to .00072 mm. apart or at 
the rate of about 35.000 to the inch. 

The fact that certain colors are due to the way in which light is reflected 
from the scales can be shown by the following experiment. Place on the 
stage of a microscope the wing of a bright blue butterfly, and shade the 
specimen so that it is viewed only by transmitted lig^t from the mirror of 
the microscope; when examined in this way the bhie color will be absent. 
This is due to the fact that the light passing directly through the scales is 
not broken up and only the colors produced by pigment are visible. 

There is still another function of the scales of Lepidoptera; they may 
serve as the outlets of scent glands. As the scales that serve this purpose 
are found chiefly on the wings of males, they have received the special name 
of androconia, signifying male dust. 

Androconia are most readily found in the "brand" of the wings of males 
of the subfamily Pamphilinae, the skippers with a discal patch ; in the costal 
fold of males of the Hesperiinae, the skippers with a costal fold; and in the 
discal patch of the wings of certain Lycenidae, the blues. They occur, 
however, in many other situations. 

The androconia are of various shapes (Fig. 332); they are frequently 
fringed at the distal end, with each tip of the fringe finely divided. This is 
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probably a provision for insttring the rapid evaporation of the product of 
the scent gland. Androconia have been figured and described by many 
authors. 

Associated with the patches of androconia there are frequently covering 
scales of various forms. 

In many Lepidoptera the scales are lacking on portions of the wings; 
familiar examples of this are most of the Sesiidae and certain members of 
the Sphingidae. 

The clothing of fixed hairs. — In addition to the clothing of scales, 
Kellogg C94) discovered upon the wings of Micropteryx, which at that time 
was believed to belong to the suborder jugatae of the Lepidoptera, and 
Hepialus "a covering of very fine hairs differ- 
ing radically from the scales in size, arrange- 
ment, and mode of attachment to the 
membrane, and agreeing essentially with the 
fixed hairs of the Trichoptera." 

Kellogg applied the term fixed hairs to 
this type of clothing, as the hairs are directly 
continuous with the cuticula of the wing 
instead of being jointed at the base, as are 
setae. The fixed hairs are much smaller than 
are the scales. In Micropteryx unimaculella 
they average .005 nmi. in length, and are dis- 
tant from each other at their bases a length 
approximately equal to the length of the hairs. 
The scales of M . unimaculella average from 
.1 mm. to .15 mm. in length. In Hepialus 
sylvinus, he found that the fixed hairs were 
about one-tenth as long as the scales. 

As Kellogg was unable to find the fixed 
hairs on the wings of any of the Frenatae examined by him he concluded 
that their presence was a distinctive character of the Jugatae. 

In a paper published a year later, Spuler C95), who evidently had not 
seen Kellogg's paper, describes the fixed hairs under the name Stacheln, and 
indicates their occurrence not only in the Micropterygidae and the Hepialidae, 
but also distributed over the entire wings in certain Tineids (Incurvaria, 
Adela, Nemaiois, Nemophora, and in the Nepticulidae, and in limited areas 
on the wings of certain other Lepidoptera, in what he terms the "Haftfeld** 
or holding area, on the lower side of the inner margin of the front wing. 
The "Haftfeld" of GaUeria meUoneUa is especially mentioned. 

The fixed hairs are referred to by Busck ('14), in his paper On the 
Classification of the Microlepidoptera, as the aculei; and the Lepidoptera 
that are characterized by their presence on the wings are designated as the 




Fig. 332. — ^Androconia from the 

wings of male butterflies 

(After KeUogg). 
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ActdeaUB, The introduction of these two terms in this connection is unfor- 
tunate on account of their long and very general use in another sense in 
works on the Hymenoptera. The tenn, fixed hairs, used by Kellogg is 
perfectly satisfactory. 

The mode of origin and development of the fixed hairs has not been 
studied. They may be merely elongated cuticular nodtdes; but Spuler 
states that they are hollow, which indicates a different mode of origin from 
that of the ordinary cuticular nodules. The fixed hairs are designated by 
Marshall ('15) as the small surface hairs. 



(c) THE METHODS OP SPECIALIZATION OP THE WINGS OP THE LEPIDOPTERA 

The LfCpidoptera belong to the series of orders in which the ntmiber of 
wing-veins does not exceed that of the hypothetical primitive tyx)e, the 
divergences from this type being the result of specialization by reduction. 




Fig' 333- — Fore wing of a pupa of Pieris rapa. 



Neither accessory nor intercalary veins are normally developed in this 
order; and only the principal cross-veins are present. In some cases, how- 
ever, there appear to be four anal veins, which indicates that one of the anal 
veins is two-branched. 

That this was more generally the case in the primitive Lepidoptera than 
it is in recent forms is shown by the fact that, although there is only one anal 
vein in the fore wing of the adult Pieris, in the pupal wing there are three 
anal tracheae and the third is two-branched. (Fig. 333). 

Although accessory veins are never normally present in members of 
this order, abnormal specimens have been foimd, especially of hepialids, 
in which there are extra branches on the branched veins. 

Reduction in the nimiber of veins is of frequent occurrence, and is the 
result either of the coalescence of adjacent veins or of the fading out of 
veins. Reduction by the coalescence of veins is the more usual method of 
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reduction; and, as already stated, this coalescence almost invariably pro- 
ceeds outward. This method of the coalescence of the branches of a vein 
is often shown, by a study of a series of allied forms in which different degrees 
of it can be observed, the point of separation of two branches being nearer 
to the margin of the wing in successive forms imtil the margin is reached and 
a single vein remains where there were two before. 

There are also naany instances where the reduction is due to the fading 
out of veins. Frequently where a vein has atrophied a vestige of it remains, 
either as a faint line in the position formerly occupied by the vein, or as a short 
fragment of the vein ; but in other cases no trace of the lost vein exists. 

(d) THE PRIMARY DIVISIONS OF THE LEPIDOPTERA INDICATED BY THE 
STRUCTURE OP THE WINGS 

In papers pubUshed in 1892 and 1893 I called attention to the fact that 
in certain moths the two wings of each side are united by an organ borne by 
the fore wing which I termed the jugum and in all other Lepidoptera the 
wings are united either by an organ borne by the hind wing, which had 
long been known as the frenulum, or by a substitute for the frenultim, a 
greatly expanded humeral angle of the hind wing. 

The discovery of the fact that there are two distinct modes of uniting 
the wings during flight suggested the inference that in the primitive Lepi- 
doptera the wings were imited in neither way; for it is not easy to see how 
one mode could have been developed from the other. 

Correlated with each of the two methods of imiting the two wings of 
each side there i^ a distinctive feature of the wing-venation. In those 
moths in which the wings are imited by a jugiun the venation of the two 
pairs of wings is similar; in other Lepidoptera there is a striking difiEerence 
in the venation of the two pairs of wings, due to the fact that in the hind 
wings the radius is greatly reduced. 

If in the primitive Lepidoptera there were neither a jugum nor a frenu- 
lum, and in some of the descendants of these primitive Lepidoptera there 
was developed a jugum and in others a f renultma, there arose in this manner 
two distinct lines of descent. These supposed two lines of descent I con- 
sidered of subordinal value and proposed the terms JugatcB and FrenatcB 
for them respectively. 

Suborder Jugatie. — ^The suborder Jugatae includes the descendants of 
those ancient Lepidoptera in which a jugum was developed and in which 
the venation of the two pairs of wings is similar (Fig. 334). 

To these, the most obvious characteristics of the Jugatae, can be added 
the following: In the Jugatae the cubitus and the first anal vein of the 
fore wings coalesce at the base of the wing; the basal portion of the free 
part of cubitus has the appearance of being an oblique cross vein; and a 
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serial vein is formed consisting of three parts, the basal part of media, what 
appears to be the posterior arculus, and the longitudinal part of cubitus. 
The suborder Jugatae includes only a single family of moths, the 
Hepialidae. I fonnerly included the family Micropterygidae in the Jugatae, 
because I accepted the general belief that they are lepidopterous insects, 
and because they agree with the Hepialidae in the similarity of the venation 
of the fore and hind wings, and also because the posterior lobe of the fore 
wings serves as an organ for uniting the fore and hind wings. But a more 




Fig. 334. — ^Wings of a hepialid, Pidus IdbyrirUhecus, 

careful study of this family has convinced me that it belongs to the order 
Trichoptera; the reasons for this conclusion are set forth in the preceding 
chapter. 

Suborder Frenatie. — ^The suborder Frenatae includes the descendants of 
those ancient Lepidoptera in which a frenuhim was developed, and in 
which the venation of the two pairs of wings is different, owing to the 
reduction of the radius of the hind wings. 

The Frenatae differ from the Jugatae in the fact that the cubitus and 
radius of the fore wings do not coalesce at the base and also in the fact that 
a serial vein M — Cu is not formed. 
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The suborder Frenatae includes the greater part of the living Lepidop- 
tera. Within this suborder are found great differences in the form of the 
wings, in the details of wing-venation, and in the manner of uniting the 
fore and hind wings. But, 
in spite of this, it is a very 
homogeneous group; all of 
the variations in the struct- 
ure of the wings are modi- 
fications of a common type, 
which is represented by 
living members of the sub- 
order. 

(e) THE WINGS OP THE 
JUGATiB 

In the wings of the 
Jugatae the posterior lobe of 
the fore wing is a slender, 
finger-like organ, the jugimi, 
which aids in uniting the 
fore and hind wings; and 
the venation of the fore and 
hind wings is quite similar, the radial sector of the hind wing being four- 
branched, like that of the fore wing. 

The jugum. — The jugum is a peculiar type of the posterior lobe of the 
fore wing that is found only in the Hepialidae. It is slender and projects 
beneath the costal margin of the hind wing. As the greater part of the 
inner margin of the fore wing overlaps the hind wing, the hind wing is held 
between the two. This is shown in Figure 335, which represents the wings 

of one side seen from below. 
The jugum is behind one of 
the two principal branches of 
the third anal vein, which may 
be designatedas vein 3dAi, and 
is supported by the second of 
these two branches, whichmay 
be designated as vein 3dA2 

(Fig. 336). 

The tracheation of the wings of pupae. — ^The tracheation of the wings of 
pupae of Hepialus ihule was studied by Dr. A. D. MacGillivray ('12), who 
gives figures showing the cotirses of the tracheae in the forming wing-veins 
of both the fore and hind wings. This is the only paper that has been 
published on the tracheation of the pupal wings of a member of the Jugatae. 



Fig. 335. — Wings of a hepialid, Pidus lahyrin- 

thecuSy seen from below, a, abnormal 

accessory vein. 




Fig' 336. — ^Jugum of a hepialid. 
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In several adult hepialids that I have studied the tracheae are visible in 
the wing-veins. The results of my studies of these specimens differ in 
some details from those reached by Dr. MacGillivray. It is quite possible 
that these differences are due to the fact that the material studied by Dr. 
MacGillivray had been preserved in formal and may not have been in good 
condition. It is obviously desirable that fresh pupal wings be studied. 

The most important of the differences referred to is the fact that in all 
cases where I have seen tracheae in the wing-veins of hepialids what appears 
to be the posterior arculus is traversed by a branch of the medial trachea, 
which extends towards the margin of the wing in the longitudinal part of 
the cubitus, and parallel with the cubital trachea. I am unable to explain 
satisfactorily the presence of this trachea in this position. It may have 
originated as an adventitious trachea; but if so, it has become a definitive 
part of the tracheation of the wing for it is as large as or larger than the 
cubital trachea. It may be the trachea of the missing vein M4, which has 
been separated from the other branches of the medial trachea. An 
analogous splitting back of a trachea is that of trachea R4+6 in the butter- 
flies. I leave the problem tintil more data bearing on it is obtained. 

In some hepialids there is a forking of tracheae near the base of the wing 
which results in the stem of a forked vein containing several parallel 
branches. In a wing of Sthenopis that I have examined there are two 
tracheae in radius at the base of the wing, and these divide into four a short 
distance beyond the humeral vein. 

The venation of the wings of hepialids. — In the hepialids the subcosta is 
often forked; the radius of both fore and hind wings is of the hypotheti- 
cal primitive type; media is reduced to a three-branched condition in both 
fore and hind wings; and in the fore wings veins Cu and ist A coalesce at 
the base, as in the Trichoptera. 

The way in which media has been reduced in the hepialids is still an 
open question. Dr. MacGillivray, as a result of his studies of tracheation 
of Hepialus thule, reached the conclusion that the reduction is the result 
of the coalescence of veins M3 and M4; but had he found the branch of the 
medial trachea that traverses the posterior arculus he probably would have 
reached a different conclusion. 

Comstock and Needham concluded that the reduction of media had 
been attained by the coalescence of veins M4 and Cui, and figured the wings 
of an abnormal Sthenopis in which the tips of veins M4 and Cui are separate 
in the hind wing (Fig. 337), believing that this condition is atavistic. The 
value of this evidence is seriously questioned by Dr. MacGillivray; but the 
presence of the trachea that traverses what appears to be the posterior 
arculus, described above, adds weight to it. 

Until this question is more definitely settled, it will be best to omit any 
reference to vein M4 as is done in Figure 334. 
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In the fore wings, veins Cu and ist A coalesce at the base, where they 
lie at the bottom of the cubito-anal sulcus (Fig. 334). From the point of 
separation of the two veins, the cubitus extends at first in an oblique direc- 
tion, appearing like a cross-vein; when it has nearly reached the media, it 
bends abruptly and extends longitudinally to the outer margin of the wing. 

The cubitus is joined to the media by a short vein, which appears to 
be homologous with the posterior arculus of the Trichoptera; but which, as 
it contains a branch of the median trachea, may be the base of vein M4, the 
more distal part of vein M4 coalescing with vein Cu. I have been tumble to 
find anything corresponding to the posterior arculus in the Frenatae; for 




Fig' 337' — Venation of an abnormal individual of Slhenopis. 

this reason it seems probable to me that it has not been developed in the 
Lepdioptera; and that what appears to be the posterior arculus in the 
hepialids is a section of vein M4. 

Lest the similarity of the course of vein Cu in the fore wing of the 
hepialids to that of this vein in the Trichoptera be given undue weight, I 
call attention to the fact that in the fore wing of the Cicada (Fig. 269) 
where veins Cu and ist A are crowded together in the cubito-anal sulcus 
and coalesce there, the free part of vein Cu follows a similar course. 

There are three anal veins in the fore wings of the hepialids. The first 
anal vein is aligned with vein Cu + ist A and extends a short distance in 
the cubito-anal fold, but the distal part of it has atrophied. No distinct 
anal furrow exists in any of the hepialids that I have studied; there is 
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merely a cubito-anal fold. The second anal vein is apparently simple; 
but in an adult wing before me it contains two tracheae, one of which 
extends into the cross-vein between this vein and vein Cu + ist A. This 
may indicate that the second anal vein was fonnerly forked and that the 
cross-vein is a portion of one of the forks. The third anal vein is forked; 
the second branch of it supports the jugum, as already described. 

The posterior tuberosity of the fore wing is divided by the second anal 
vein; the elevated portions of this tuberosity are between veins; this is an 
unusual condition. 

The venation of the hind wings (Fig. 334) resembles very closely that of 
the fore wings except for some differences at the base of the wing. The 
vein which appears to be homologous with the posterior arculus but which 
may be the base of vein M4 extends transversely, instead of longitudinally as 
it does in the fore wing; veins Cu and ist A do not coalesce at the base; 
the third anal vein is forked as in the fore wing, but as there is no axillary 
excision the second branch of this vein is not in a detached portion of the 
wing. 

(/) THE WINGS OF THE PRENATiE 

In the Frenatae the two wings of each side are imited by an organ, which 

is termed the frenulum, or by a substitute for this organ, the greatly 

expanded humeral angle of the 
hind wing; the fore and hind wings 
differ greatly in venation, due to a 
reduction of the radius of the hind 
wings; the media of both fore and 
hind wings is reduced to a three- 
branched condition ; and the base 
of the first anal vein does not coal- 
esce with the cubitus. 

The frenulum and the frenulum 
hook.— The frenulum (Fig. 338, f) 
is a strong spine-like organ or a 
bunch of bristles borne by the hind 
wing at the humeral angle, and 
which projects beneath the fore 
wing. In the males of certain 
moths, where thefrentdum is highly 
developed, there is a membranous 
fold on the fore wings for receiving 

the end of the frenulum, and thus more securely fastening the two wings 

together; this is the frenulum-hook (Fig. 338, //t). 

Except in the Microlepidoptera the frentdimi of the male consists of a 

single strong spine-like organ ; and that of the female, of two or more bristles. 




Fig- 338-— Wings of ThyridopUryx; /, 
frenulum; fh, frenulum hook. 
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The bristles of which the frentdum of the female is composed are spine- 
like setse. This is shown by their basal articulation, and by the fact that 
they are hollow. Frequently when a wing is mounted in Canada balsam, 
the cavity in each bristle can be easily 
seen . That the spine-like frenulum of the 
male consists of tmited bristles is also 
shown in the same way, the spine-like 
organ containing two or more longitudinal 
cavities. 

Evidently the frenulum of the male is 
the more highly specialized form of the 
organ. This is doubtless correlated with 
the more active flight of the males, in 
seeking their mates. This also explains 
the development of a frentdtmi hook in 
the male; while as a rule this organ has 
not been attained by the female. 

In the family Sesiidae, where both sexes 
fly swiftly, the bristles composing the fren- 
ulum are consolidated in the female as 
well as in the male. The female also 
possess a frenulum hook; but this is not so 
highly specialized as that of the male. 

The loss of the frenuluin in certain of the Ffenatae. — ^The loss of the 
frenulum in certain members of the Frenatae has followed the development 
of a substitute for it. It is obvious that if the two wings of each side over- 
lap to a great extent, their acting together will be assured by this fact. 
And this is what has taken place with the butterflies, the skippers, and 
certain moths. With these insects the humeral angle of the hind wing has 
been greatly enlarged, so that it projects far beneath the fore wing (Fig. 
339) • When this has taken place there is no longer any need of a frenulum, 
and consequently this organ is no longer preserved by natural selection. 
We find, therefore, that several families of the Lepidoptera that belong to 
the suborder Frenatae, being descendants of ancient frentdum-bearing 
moths, no longer possess a frenulum. These are classed in the Synopsis 
of the Lepidoptera, given in the writer's text book of entomology as the 
* *frenulum-losers. ' ' 

It is a very interesting fact, and one that bears out the theory just 
stated, that in the more generalized of the frenulum-losing moths, as the 
Bombyddae, the frenulum has not yet entirely disappeared but is preserved 
in a vestigial condition (Fig. 340). 

Objection has been urged to the establishment of the suborder Frenatae 
because many of the forms included in it do not possess a frenulimi. Those 



Fig. 339. — Wings of Anisota 
virg;iniensis. 
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who make this objection ignore the following taxonomic principle set forth 
by the writer at the time the establishment of the suborders Jugatae and 
Frenatae was proposed, viz. : 

"There will arise, I believe, in a work of this kind a necessity for distinguishing 
between the essential characters of a group and those characters which are used by 
the systematist merely to enable students to recognize members of the group. For 
it seems to me that the essential characters of a group of organisms do not lie necessarily 

in the presence or absence of any 
structure or structures, or in the 
form of any part or parts of the 
body of the living members of 
the group; but rather in the char- 
acteristic structure of the progeni- 
tor of the group, and in the 
direction of specialization of the 
descendants of this progenitor. 

**Thus, to use again the illus- 
tration given above, the Jugat® 
are essentially characterized as the 
descendants of those ancient 
Lepidoptera in which the wings of 
each side were united by a jugum; 
and they are also characterized 
by a tendency towards an equal 
reduction of the veins of the two 
pairs of wings. While the Frenatae 
are essentially characterized as the 
descendants of those ancient Lepi- 
doptera in which the wings of 
each side were tmited by a frenu- 
lum; and they are also character- 
ized by a tendency towards a 
greater reduction of the veins of 
the hind wings than of the fore 
wings, or, in other words, by a 
tendency towards a cephalization 
of the powers of flight. The fact 
that in many of the Frenatae 
the frenulum has been lost, does 
not invalidate in the least the 
truth of this characterization. The loss of the frenulum, however, in certain Frenatae 
renders necessary the use of some other character or characters by the systematist as 
recognition characters." 

The reduction of the radius of the hind wings. — ^Throughout the sub- 
order Frenatae the radius of the hind wings is so greatly reduced that it 
appears to be unbranched. This reduction of the radius is due to two facts ; 
first, vein Ri coalesces with the subcosta; and second, all of the branches of 
the radial sector coalesce so as to form a single vein. 




Fig. 340. — ^Wings of Bomhyx mori. 
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The coalescence of vein Ri and the subcosta was not suspected until the 
tracheation of pupal wings was studied; it then became evident. Figure 




Fig. 341. — Hind wing of a pupa of Pieris rapes. 

341 represents the tracheation of a hind wing of a pupa of Pieris rapes. In 
this wing, trachea Ri extends from the radial fork directly towards the costal 
margin of the wing until it 
nearly reaches the subcostal 
trachea ; it then bends out- 
ward and extends closely 
parallel with the subcostal 
trachea. A single vein is 
formed about these two 
tracheae; this vein appears 
to be the subcosta, but the 
evidence presented by the 
tracheation of the pupal 
wing shows that it is vein 
Sc+Ri. Figure 342 repre- 
sents the wings of the adult 
of the closely allied Pontia 
protodice, in which it can be 
seen that a single vein, 
Sc+Ri occupies the posi- 
tion of the two tracheae just 
described. 

In the adult wings of 
the greater number of the Frenatae there is no indication of the coal- 
escence of veins Sc and Ri of the hind wings; this is the case in Poniia 




Fig. 342. — Wings of Poniia proiodice. 
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protodice. But in a considerable number of these insects the radial fork is 
evident; but in these the free part of vein Ri has the appearance of 
being a cross-vein (Fig. 340). 

In all pupal wings of the Frenatae the trachea of the radial sector of the 
hind wings is reduced to an unbranched condition; but in many cases 
trachea Mi has been transferred to it (Fig. 341) ; this is correlated with the 
atrophy of the n[iain stem of media in the adult, which is discussed later. 

The reduction of media to a three-branched condition. — In the Frenatae 
as in the Jugatae the media of both fore and hind wings has been reduced to 
a three-branched condition. 

It is quite possible that this reduction has taken place independently in 
the two suborders ; for the separation of these suborders doubtless occurred 
very early in the course of the evolution of the Lepidoptera. For this 
reason, in attempting to determine the manner in which this reduction has 
taken place in the Frenatae I submit only data drawn from the study of 
representatives of this suborder. 

A study of the method of branching of media in the Frenatae shows that 
the reduction of this vein is the result of the loss of vein M4 as a distinct 
vein. There is no reason to believe that this vein has atrophied ; the reduc- 
tion has doubtless been brought about either by the coalescence of veins 
Ms and M4 or by the coalescence of veins M4 and Cui. 

One naturally turns to a study of the tracheation of the wings of pupae to 
find a solution of the problem ; but in none of the many lepidopterous pupae 
examined is media more than three-branched; this suggests the conclusion 
that veins Ms and M4 have coalesced. But in the course of a renewed 
investigation of this subject I have found data that lead me to believe that 
the reduction of media in this suborder is a result of the coalescence of veins 
M4 and Cui, and that consequently the vein that has been commonly 
designated as vein Cui is really vein M4+CU1. 

The nature of this data is well-shown by the tracheation of the wings of 
Pieris rapa. In the hind wing (Fig. 341) there are, in addition to the 
tracheae that are the anlagen of the principal veins and their branches, two 
short tracheae designated in the figure as r-m and m-cw, respectively. 
Trachea r-m is obviously a vestige of a secondary connection between the 
medial and radial tracheae. Note that what is here considered as trachea 
r-m arises from trachea R^ and that trachea Mi arises from trachea r-m a 
considerable distance from its base; the letters r-m in the figure are placed 
at the tip of this trachea. This connection was probably, at first, trans- 
verse, occupying the position of the cross-vein r-m in more generalized 
wings, as in the fore wings of Prionoxystiis (Fig. 343) and in the hind wing 
of Packardia (Fig. 348). Correlated with a lessening of the air supply 
through the main stem of the medial trachea, or with whatever the cause 
may be that results in the atrophy of the main stem of vein M, the base of 
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trachea Mi migrated along this connection towards trachea Rg and became 
separated from trachea Mj, receiving its air via trachea R«. At the same 
time trachea r-m migrated along trachea Rg towards the base of the wing, 
thus affording a more direct cotirse for the air and becoming longitudinal 
instead of transverse. This series of events, regarding which there is little 
room for doubt, as all of the stages in the switching of vein Mi to vein R, 
exist in living Lepidoptera, throws light on the question of the significance 
of trachea nKu. The position of this trachea, which is closely analagous 
to that of trachea r-m, indicates that it is a vestige of a secondary connec- 
tion between the medial and cubital tracheae. 
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Fig. 343. — Wings of Prionoxystus robinux. 

It is evident that trachea m-cu is not a vestige of a connection between 
coalesced tracheae Mj and M4 and trachea Cui, becatise trachea Ms still 
retains its primitive connection with the main stem of the medial trachea, 
which would not be the case if at any time it had become connected directly 
with trachea Cui. The connection must have been between tracheae M4 
and Cui. The two intermediate branches of the medial trachea, Mi and M| 
retain their connection with the main stem of this trachea, while on either 
side a branch has become connected to another trachea, Mi to trachea Rg 
and M4 to trachea Cui. 

In each case the transferred branch has migrated along the secondary 
connection towards the trachea with which it has become connected. In 
the hind wing of Pieris rapes the base of trachea Mi has progressed a con- 
siderable distance towards trachea Rg, but is still distinct from it, arising 
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from trachea r-m. In the fore wing (Fig. 333) trachea Mi has reached the 
radial trachea and coalesces with it for a considerable distance. If this 




Fig. 344. — Tracheation of a fore wing of Anosia. 

coalescence were to continue to the margin of the wing, vein Mi would be 

lost as completely as is vein M4. 

From these facts I conclude that in both fore and hind wings trachea M4 

has reached trachea Cui and has 
j^ coalesced with it completely. In 

other words the reduction of media 
is the result of the coalescence of 
veins M4 and Cur, hence the vein 
that is commonly designated as Cui 
in the Lepidoptera is really vein 
M4+CU1. 

In the fore wing of Pieris fafxB 
(Fig. 333), the vestige of the secon- 
dary connection between the medial 
and the radial tracheae has been lost, 
although that between the medial 
and cubital tracheae has been 
retained. Both of the vestiges are 
commonly lost; but one or both of 
them are retained in many lepidop- 
terous pupae. That between the 
medial and cubital tracheae is well- 
preserved in the pupa of Anosia for 
example (Fig. 344). 
Although I firmly believe that the vein in lepidopterous wings that is 

commonly designated as vein Cui is really vein M4+CU1, for the sake of 

simplicity, it seems better to designate it ordinarily as vein Cui. This is in 
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Fig. 345. — ^Wings of Citheronia regalis. 
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accordance with the plan adopted in the discussion of hymenopterous wings, 
where frequently a compound vein is designated merely by the term indi- 
cating its most obvious element, in order to avoid the use of a more cumber- 




Fig. 346. — Fore wing of Anosia, 

some terminology. In this chapter, I have used the complete designation 
M4+CU1 in the few cases where I wish to indicate my conclusion regarding 




3dA 
Fig. 347. — Hind wing of Anosia. 

the fate of vein M4 in the Lepidoptera; but ordinarily it is designated as 
vein Cui. 

The atrophy of the main stem of media. — In a few families, as for 
example in the Cossidse (Fig. 343) and the Psychidae (Fig. 338) the main 
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Stem of media is well-preserved; and in some other families as the Megal- 
opygidae, Eucleidae, and Pyromorphidae, it is preserved in some members 

of the family and lost in 
others. The retention of the 
main stem of media is obvi- 
ously a character indicating 
a comparatively generalized 
condition of those families in 
which it exists. 

In very many cases where 
the main stem of media is 
lost no trace of it remains; 
but frequently the position 
formerly occupied by it is 
indicated by a faint line or 
scar; such a line exists in 
the fore wing of Citheronia 
regalis (Fig. 345). Less fre- 
quently vestiges of the basal 
part of media remain as short 
stimips, projecting into cell 

Fig. ^S.-wti of Packarii^ ^+^' ^ ^« "^^ ^^ 

of this cell; vestiges of this 

kind are present in the wings of Anosia (Fig. 346 and 347). 

The transfer of the branches of 
media to adjacent veins. — Corre- 
lated with the atrophy of the base of 
media is the coalescence of its 
branches with the adjacent veins. 
It follows from this that the extent 
to which this coalescence has gone 
is an indication of the degree of 
departure of a form from the primi- 
tive type. Compare, for example, 
the hind wing of Packardia (Fig. 
348) with the hind wing of Adoneta 
(Fig- 349) » two genera of the family 
Eucleidae. In Packardia, where a 
renmant of the base of media still 
persists vein Mi is merely connected 
with the radial sector by a cross-vein. 
But in Adoneta, where the base of 
media of the hind wing is lost 




Fig. 349. — ^Wings of Adoneta. 
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vein Ml coalesces with the radial sector for a considerable distance. It 
is obvious that in this respect, the extent of the coalescence of veins Mi and 
Rg, Adoneta is the more highly specialized of the two genera. . 

It is an interesting fact that in cases like Anosia (Fig. 346) where the 
vestiges of the basal part of media are short spurs projecting into the discal 
cell, the branches of media are often discontinuous with these spurs. It is 
obvious that the spurs indicate the positions formerly occupied by the 
branches of vein M and that 
they have been left stranded 
upon the discal vein while the 
functional parts of the branches 
to which they correspond have 
moved into new positions. 
This is especially mariced in 
the case of vein M« of the fore 
wing of Anosia. 

The union of vein Mi with 
radius and of vein Mi with 
cubitus after the atrophy of 
the base of media is what 
would be expected. But in 
which direction would one 
expect the base of vein Mi 
to migrate? Occupying an 
intermediate position between 
radius and cubitus it may go 
either way. It is like a stream 
in the middle of a level plain, 
a trifle may change its cotirse. 
And thus we find that in some 
families it migrates towards 
cubitus making this vein appar- 
ently four-branched, while in 
other families it goes towards 
radius, leaving cubitus appar- 
ently three-branched. The 
former condition exists in the Papilionidae (Pig. 350); the latter, in the 
Pieridffi (Fig. 342). 

This difference may be looked upon as a difference in kind of specializa- 
tion, and is of high value as indicating a dichotomous division of the line 
of descent. It is obvious that in a family where vein Mi has migrated far 
towards cubitus and has thtis established its chief source of air supply in 
that direction, it is not probable that genera will arise in which vein Mi is 




Fig. 350. — ^Wings of PapUio polyxenes. 
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more closely united to radius than to cubitus. To resume the figure, the 
plain through which the stream is flowing is an elevated plateau; a pebble 
may determine which of two slopes it shall descend; but when well started 
down one, it cannot traverse the other. 

This character, however, must be used with care. In families where the 
direction of the migration of the base of vein M2 has been established, as in 
the Satumiidae (Fig. 345), and in the Lasiocampidae (Fig. 351), it is deci- 
sive. One need not hesitate a moment in determining to which of these 
two families a genus belongs. But there are other families in which the 

directions of this migration is not yet 
fixed; and here the character is of 
subordinate value. 

The first anal vein and the anal 
furrow. — In the Frenatae the first anal 
vein, when it is present, traverses the 
cubito-anal sulcus and extends along 
the bottom of the cubito-anal fold to 
the margin of the wing. 

In those Frenatae in which the 
first anal vein is atrophied a vestige of 
it remains as a distinct anal furrow. 
An intermediate condition exists in 
the wings of Bontbyx mori (Fig. 340) 
in which the terminal part of the first 
anal vein is retained; the anal furrow 
is indicated in the figure by a dotted 
line. 

The reduction of the anal area. — 
Another method of specialization that 
occurs to a greater or less extent in 
most of the families of the Frenatae is a 
reduction in the number of anal veins. In some of the more generalized 
Frenatae the three anal veins are preserved in both pairs of wings ; but in the 
far greater number of families a reduction in the number of these veins has 
occurred in one or both pairs of wings. 

As a rule the first anal vein is the first to be lost, and this loss takes 
place by atrophy. Frequently a vestige of this vein persists as a narrow 
channel. This is the anal furrow of this suborder, and when distinct is 
represented in the figures by a dotted line. 

The second anal vein is the most persistent of the three anal veins. It 
is frequently retained when no vestige of either of the others remains. 

The second anal vein frequently appears to be forked at the base. This 
is due to its coalescence with the third anal vein, or with the first branch of 




id A ^dA 



Fig- 351- — ^Wing^of Clisiocampa 
americana. 
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the third anal vein when this vein is two-branched. The distal parts of the 
two veins coalesce, while the basal parts remain separate; and thus is 
formed a single vein which is forked at the base. 

The wings of Caccecia (Fig. 353), illustrate several of the conditions 
described above. In the fore wing, the first anal vein is represented by the 
anal furrow, except at the tip where a short vestige of it remains; in the 
hind wing this vein is well-preserved. In both wings, the second anal vein 
is forked at the base. In the fore wing the third anal vein is represented 
only by the hind branch of this fork; while in the hind wing both branches 
of the two-branched third anal vein persist: the first branch being joined 
to the second anal vein and the second branch extending free to the margin 
of the wing. In a case of this kind, the identity of the first branch of the 
third anal vein is not obvious ; but studies of the tracheation of the wings of 
pupae show clearly that the apparent forking at the base of the second anal 
vein is due to the coalescence of this vein with the first branch of the third 
anal vein. This is shown in the figure of the fore wing of a pupa of Pieris 
(Fig. 333)- 

Wliile the extent to which the reduction of the anal area has proceeded 
may merely indicate the degree of divergence from the primitive type, a 
wing having two anal veins being more specialized than one having three 
and less specialized than a wing having a single anal vein, a comparison of 
the extent of the reduction in the two pairs of wings in different insects may 
show a difference in kind of specialization indicating a dichotomous division 
of a line of descent. 

As an illustration of an application of this principle the separation of the 
families Papilionidae and Pieridas, which were formerly classed together as a 
single family, may be cited. In the fore wings of the Papilionidae (Fig. 
350) all three of the anal veins are at least partly preserved, while in the 
hind wings there is only a single anal vein. On the other hand in the 
Pieridae (Fig. 342) the anal area of the fore wings is more reduced than the 
anal area of the hind wings, the former having a single anal vein, the latter 
two. From this it follows that in the Papilionidae the reduction of the anal 
area of the hind wings preceded the reduction of the anal area of the fore 
wings; while in the Pieridae the reverse was the case. It is evident there- 
fore that at the time the separation of these two families occurred there had 
been no reduction of the anal areas of either pair of wings. 

The difference in the direction of the migration of the base of vein M2 
in these two families, already indicated, confirms the conclusion that their 
separation occurred very early in the history of that division of the Frenatae 
represented by the butterflies. At the time when it occurred there had 
been no reduction of the anal areas, and vein Ms had not begun its migra- 
tion towards either radius or cubitus. This is as generalized a condition of 
wing structure as exists in any of the living Frenatae. 
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The anastomosis of veins. — In many genera of this order the branches 
of radius of the fore wings anastomose soastoform one or more closed cells; 
these have been termed the accessory cells. 



SH-/fi 




Fig- 352. — Base of a hind wing of a pupa of Anosia. 

By an application of the tmiform terminology, the homology of the 
accessory cells can be indicated. Thus in Prionoxystus (Fig. 343), where 

veins Rt and R4+6 anastomose, 
cell Rs is divided into two 
parts, and the accessory cell 
is evidently ist cell R^. 

The costs of the hind 
wings. — ^Except at the base of 
the wing in certain members of 
this order, the costal margin of 
the hind wings is not thickened 
appreciably; it may be said, 
therefore, that the costal vein 
is either very greatly reduced 
in length or is lost entirely in 
the hind wings of the Lepidop- 
tera. In the hind wings of 
some pupae, as that of the 
monarch butterfly, for ex- 
ample, there is a distinct 
costal trachea (Fig. 352); but 




Fig- 353- — ^Wings of Cacoscia cerasivorana. 



in the hind wing of the adult of this species there is no indication of a 
costal vein. 
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In some members of this order, the extreme base of vein C, that part 
that I have tenned the costal sderite, is well-developed in the hind wings as 
well as in the fore wings. This sclerite is represented, but not lettered, in 
the figure of the wings of Prionoxystus (Fig. 343) ; it is also prominent in the 
hind wing of Cacacia (Fig. 353). When well-developed in hind wings it 
serves as a support of the frenulum if a frenulum is present. The costal 
sclerite is very prominent in the hind wings of Castnia. 

The humeral vems. — In some members of the Frenatae in which the 
frenulum has been supplanted by a broadly expanded humeral angle of the 
hind wing, this part of the wing is stiffened by one or more accessory veins; 
these are termed the humeral veins. 

Humeral veins are present in the Lasiocampidae (Fig. 351); in this 
family they vary in number. In the butterflies there is commonly a single 
humeral vein in each hind wing; this vein is represented in Figures 342, 
347, and 350. The trachea that preceded it is shown in Figiu^ 352. In 
butterflies the humeral vein is often forked. 

It has been suggested that the single humeral vein of the hind wings of 
butterflies is vein Scr, but this does not seem to me to be at all probable. 
The humeral veins of the Lasiocampidae are obviously accessory veins. 
The fact that there are frequently several of them, the number varying in 
closely allied genera, and their evident function as a support of the second- 
arily developed expansion of the humeral angle of the Wing clearly indicate 
that they are secondarily developed veins. 

In the butterflies the conditions are similar to those found in the 
Lasiocampidae. The frenulum has been supplanted by a broadly expanded 
humeral angle of the wing, and this area is stiffened by a vein; the striking 
difference is that in the butterflies there is a single humeral vein while in 
the lasiocampids the number of these veins is variable. 

In no member of the Frenatae known to me is the primitive forking of 
the subcosta preserved in the fore wings; even in the most generalized 
moths, as the Cossidac, the subcosta of the fore wings is simple. It does not 
seem at all probable that this primitive feattire, which is lost in the fore 
wings, should be preserved in the hind wings, in which there is a marked 
reduction of the subcosto-radial areas. It is more probable that correlated 
with the expanding of the himieral angle of the hind wing an accessory vein 
has been developed to stiffen this part of the wing. 

The splitting of the radial sector in butterflies. — ^A remarkable speciali- 
zation of the radial sector of the fore wings that appears to the distinctively 
characteristic of the Rhopalocera was pointed out by Headlee (*o7). This 
specialization consists of a splitting of the radial sector which results in vein 
R4+6 arising from the main stem of the radius near the base of the wing. 

Owing to the total or nearly complete atrophy of the base of vein R4+5 
in wings of adults, this splitting back of it is not obvious if only mature 
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wings be examined. But it is clearly indicated by the tracheation of the 
wings of pupse ; and after one has learned what has taken place by a study 
of pupal wings, it is easy to find vestiges of the lost part of vein R4+5 in the 
wings of adults. 

The wings of Anosia plexippus illustrate well these facts. Figure 354 
is a reproduction of a photograph of a wing of a pupa of this species, and 




Fig. 354. — Fore wing of a pupa of Anosia plexippus. 

Figure 355 illustrates the tracheation of this wing. In this wing, trachea 
R4+6 separates from the radial trachea near the base of the wing. Figure 
346 represents the adult wing of the same species. In this wing a vestige 
of vein R4+6 is to be seen near the end of the discal cell. 




Fig- 355- — Tracheation of the wing represented in Figure 354. 

An extended examination of the wings of Lepidoptera made by Headlee 
led to the conclusion that this splitting back of vein R4+5 has taken place 
throughout the Rhopalocera, and has not occurred in the Heterocera. 



Digitized by 



Google 



THE WINGS OF LEPIDOPTERA 



345 



(g) COMPARISON OP TERMINOLOGIES OF THE WING-VEINS OF THE 

LEPIDOPTERA 



I. PRINCIPAL VEINS 



British 



German 



Redtenbacher Spuler Cotnstock & 













Needham 






Costa, 


I 




Costa, C 


Costal 


Costale 


Subcosta, 


II 


I 


Subcosta, Sc 


Subcostal 


Subcostale 


Radius, 


III 


II 


Radius, R 






Media, 


V 


III 


Media, M 


Median 


Mediana 


Cubitus, 


VII 


IV 


Cubitus, Cu 








VIII 


V 


istAnal, istA 


Internal 


Submediana 




IX 


a 


2d Anal, 2d A 




Interandsader 




XI 


6 


3d Anal, 3d A 



The system chiefly used by British naturalists, excepting those who 
have adopted the Comstock-Needham system, is based on that used by 
Herrich-Schaffer in his **Systematische Bearbeitimg der Schmetterlinge 
vonEuropa" (1843-1856). 

The German system given here is that adopted by Staudinger and 
Schatz in their "Exotische Schmetterlinge" (1892). 

It should be noted that the costal and subcostal veins of the writers on 
the Lepidoptera who have not adopted the tinif orm terminology correspond 
to the subcosta and radius, respectively, of that system. 

II. VEINS THAT EXTEND TO THE MARGIN OF THE WINGS 

British German Redtenbacher Spuler Comstock & Needham 
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Costa 
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12 
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II 




Subcosta 
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II 


SCi 


nil 




Radius-one 


Ri 


10 


SCs 


III2 




Radius-two 


Re 
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SC, 


III3 




Radius-three 


R» 


8 


SC4 


III, 




Radius-four 


R4 
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SC5 


Ills 




Radius-five 


Rs 
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OR 


Vi 




Media-one 


Ml 


5 


UR 


V2 




Media-two 


Ms 


4 


Ms 


VIIi 




Media-three 


M, 


3 


M, 


VII2 


IVi 


Cubitus-one 


Cu, 
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Ml 


VII, 


IV2 


Cubitus-two 


CU2 


IC 




VIII 


V 


I St Anal 


istA 


lb 


SM 


IX 


a 


2d Anal 


2dA 


la 


lA 


XI 


6 


3d Anal 


3d A 



Digitized by 



Google 



346 



THE WINGS OF LEPJDOPTERA 



The significance of the abbreviations given in the column indicating the 
Gennan system are as follows: C, Costale; SC, subcostale; OR, Oberer 
Radiale; UR, Unter Radiale; M, Mediana; SM, Submediana; lA, 
Innerandsader. 

In the hind wings vein SC+Ri of the uniform terminology is vein 8 
of the British system and vein C of. the German; vein R. is vein 7 of the 
British system and vein SC of the German. The other veins are designated 
as indicated in the above table, which refers to the fore wings. 

As is shown on an earlier page, vein Cui of the Comstock-Needham 
system is in reality vein M4+CU1. 

The accompanying figures, copied from Sharp C99), will serve to illus- 
trate the British and the German systems of terminology of the wing-veins. 
Fig- 356, I, is after Hampson, and illustrates the British system. Fig. 
356, II, is after Staudinger and Schatz, and illustrates the German system. 



I6» 




'lb ic 2 




Fig. 356. — Figures illustrating the British (I) and the German (II) 
systems of terminology of the wing-veins^of the Lepidoptera. 
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CHAPTER XXIV 
THE WINGS OF THE DIPTBRA 

(a) THE MORE GENERAL FEATURES OF THE WINGS OF THE DIPTERA 

The most distinctive feature of the wings of the Diptera is the fact that 
only the first pair are developed as organs of flight; the second pair being 
greatly reduced in size. The second pair of wings are known as the 
haUeres, they are thread-like, enlarged at the end, and are probably organs 




2dA 

Fig- 357- — ^Wing of Rhyphus, 

of special sense. They are present in nearly all members of the order, even 
when the front wings are wanting. 

The fore wings are thin, membranous, and usually either naked or 
clothed with microscopic setae; but with mosquitoes the wings bear a 
fringe of scale-like setae on the margin and usually also on each of the wing- 
veins, and in the moth-like flies (Psychodidae) and in some others the 
clothing of setae is very conspicuous. 




Fig- 358- — ^Wing of Rhynchocephalus. 

In the more generalized members of the order, the wing-venation is 
simple, the only departures from the hypothetical primitive type being the 
result of a reduction in the nimiber of veins by the coalescence of adjacent 
veins; this is well-shown by the wings of Rhyphus (Fig. 357). Neither 

(347) 
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accessory nor intercalary veins are ever developed, and only the principal 
cross-veins are present. In more specialized forms the typical arrangement 
of the veins has been greatly modified by the approaching and coalescing 
of the tips of adjacent veins. Remarkable instances of this occur in the 
Neniistrinidae (Fig. 358). 

(6) THE METHODS OF SPECIALIZATION OF THE WINGS OF THE DIPTERA 

In the discussion of the methods of specialization of the wings of the 
Diptera reference will be made only to the specialization of the fore wings, 
as a discussion of the structure of the halters does not fall within the scope 
of this work. 

Ordinal specializations. — In all Diptera the venation of the wings is 
more or less reduced, in none has there been a specialization by addition. 



Sc^Sc^ ^l,^ 



I 




2d A I St A Cu2 ^«« 
Fig. 359. — Wings of a caddice-fly. 

Even in the most generalized forms, with the possible exception of Proto- 
plasa, media is only three-branched; and the anal area is always more or 
less reduced, that is, in none are there three well-developed anal veins. 

The loss of vein Ma. — ^A study of the method of branching of media in the 
more generalized forms, as, for example, in Rhyphus (Fig. 357), shows that 
veins Mi and M2 are presented distinct, and that the third branch of this 
vein is either vein Ms, in which case veins M4 and Cui have coalesced; or 
vein M3+4, veins Ma and M4 having coalesced. , 
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The truth of the conclusion that in Rhyphus veins Mi and Mj are dis- 
tinct is made evident by a comparison of the wing of this insect with the 
fore wing of a caddice fly (Fig. 359), in which media is not reduced. In this 
comparison, the position of the medial cross-vein should be noted. It will 
be seen that this cross-vein divides cell Ms; and consequently the two 
brsmches of media in front of the cell divided by this cross-vein are veins 
Ml and M2. 

Owing to the fact that in the Diptera a great reduction of wing tracheae 
has taken place, it is not possible to determine by a study of the tracheation 
of the wings of pupae whether vein M4 has coalesced with vein Ma or with 

5c. 




Fig- 360. — Wing of Protoplasa fitchii. 

vein Cui; our conclusions, therefore, must be based on a study of wings 
of adults. 

Among the dipterous wings that are comparatively little modified are 
those of Rhyphus. An exaniination of a wing of this insect (Fig. 357) 
would lead one to believe that the three-branched condition of the media is 
due to a coalescence of veins Ms and M4 and that consequently the vein 
labeled Ma is really M8+4. 

That the reduction of media may have been attained in another way is 
indicated by a study of the wings of Protoplasa fitchii (Fig. 360). This 
species is one of the most generalized members of the order Diptera; this 
is shown by the fact that the subcosta is two-branched and that all of the 
branches of the radius are retained distinct. The suggestive feature 
indicating that vein M4 may have coalesced with vein Cui is the presence 
of a vein extending from near the middle of the length of veih Ms to vein Cui. 

This vein has the appearance of a cross-vein; but it is quite possible 
that it is a secllon of vein M4, the more distal part of this vein having 
coalesced with vein Cui. Such a coalescence would be quite in accord 
with what commonly takes place in this order. There are many instances 
where the distal part of a vein has coalesced with an adjacent vein, the 
coalescence beginning at the margin of the wing and proceding towards the 
base of the wing; with the result that the free part of the vein is pulled out 
of its earlier position and comes to occupy one transverse to the length of 
the wing; illustrations of this are given later. If this is what has taken 
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place here, the third branch of media is vein Mj and the vein behind it is 
vein CU1+M4. This, as shown in the preceding chapter, is probably the 
method of reduction of media that has taken place in the suborder Prenata 
of the Lepidoptera; but there the coalescence of the two veins proceded 
outward. 

The figure of a wing of Protoplasa (Fig. 360) is labeled in accordance 
with this theory. But until more evidence as to the fate of vein M4 is 

obtained it seems best to omit 
^/?a+j any reference to this vein in 
the designation of the veins of 
' the Diptera. 

Specializations within the 
order. — ^While a partial reduc- 
tion of the anal area and the 
loss of vein M4 as a distinct 
vein are characteristic of recent 
Diptera as a whole, the greater 
number of specializations ex- 
hibited by the wings of Dip- 
tera have arisen within the 
order and have been carried 
to widely different degrees in 
different members of the order. 
The mo6t practicable way of 
discussing these specializations 
is to treat of the modifications 
of each of the principal veins 
separately. 

The casta. — ^The costa is 
Pig. 361 .—Wings of fungus gnats. marginal. I have no data to 

give regarding modifications of its extent. 

The subcosta, — ^The primitive, two-branched condition of the subcosta 
is preserved in a very few forms; one of these is Protoplasa (Pig, 360). In 
most members of the order it is not branched. In some cases the tip of the 
simple subcosta ends in the margin of the wing, indicating that vein Sci 
is lost; In other cases the tip coalesces with vein Ri, indicating that vein 
Sci is lost. Frequently the subcosta is greatly shortened. 

Three widely different conditions of the subcosta exist in the three 
wings of fungus-gnats represented in Figure 361 ; in the first it is greatly 
shortened, in the second it is two-branched, and in the third it coalesces with 
radius for the greater part of its length. 

The radius. — In a few genera of flies the raditis retains its primitive, 
five-branched condition; the genus Protoplasa of the Tipulidae has already 
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been cited as an illustration of this; and in the Psychodidae (Fig. 362) all of 
the branches of radius remain distinct. 

But usually the number of the branches of this vein is reduced by a 
coalescence of some of the branches of the radial sector. Thus in many 
families the radial sector is three-branched, in others it is only two-branched 




Fig. 362. — ^Wing of a moth-like fly. 

and in the gall gnats (Ceddomyiidae) it is reduced to a simple, tmbranched 
condition (Fig. 363). 

As this variation in the number of the branches of this vein is due to a 
greater or less degree of coalescence among them, it is evident that here is a 
character of considerable taxonomic importance serving as it does to 
indicate degrees of divergence from the primitive type. 

Not only do we find differences in degree of reduction of this vein, but 
differences in the method of reduction are also shown. If the wings of 




Fig- 363. — ^Wing of a gall-gnat. 

Lepiis (Fig. 364) and of Dixa (Fig. 365) be compared it will be seen that 
although in each the radial sector is only three-branched, the reduction has 
been brought about in a different way in the two genera. In Lepiis veins 
Rf and Ra have coalesced; while in Dixa it is veins R4 and Rj that have 
grown together. This is a difference in kind of specialization, which 
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indicates that the two forms belong to different lines of descent. The 
common progenitor of these two genera had a four-branched radial sector; 
in some of the descendants of this primitive form one method of reduction 
has taken place, while in other descendants another method has been 
followed. 

That this differentiation took place comparatively early in the history 
of the order is shown by the fact that in all Nematocera that have a three- 




Cu, 
Fig. 364. — ^Wing of Leptis, 

branched radial sector veins R2 and R« remain distinct; while in those 
Brachycera that have a three-branched radial sector veins R4 and Rs are 
separate. 

It is evident that as a rule any reduction in the number of the branches 
of radius is the result of a coalescence that has proceded outward, the 




id A Cut 
* » Fig. 365. — Wing of Dixa. 

method of reduction being the same as that which commonly takes place in 
the Lepidoptera. But this is not always the case. In some of the fungus- 
gnats, for example, there is shown the restilt of a coalescence that began at 
the margin of the wing and proceded inward. This is illustrated by the 
wings represented in Figure 361. In the wing shown at a in this figure, 
vein R248 occupies the usual position of this vein ; but in the wing shown at 
h it coalesces with vein Rj, and it is evident that the coalescence begasi 
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at the margin of the wing. The result of this coalescence is the reduction 
of cell Ri to a small quadrilateral area; in the wing shown at c, the coal- 
escence of veins Ri and Ri+s is complete and cell Ri is obliterated. 




Fig. 366.— Wing of Thereva. 

The media. — ^A comparatively generalized condition of media exists in 
the wings of Rhyphus (Fig. 357), which differs from the hypothetical primi- 
tive t5rpe only in the fact that vein M4 has coalesced either with vein Ms 
or with vein Cui. 

The three-branched condition of media is preserved in many families of 
this order and is illustrated by several of the figiu^s given later. 

In the reduction of media in this order each of the different methods 
known has taken place. In Dixa (Fig. 365) and in the fungus gnats 
represented in Figiu^ 361, veins Mi and M2 have coalesced. It is probable 
that this coalescence proceded outward. In Rhynchocephalus (Fig. 358), 
veins Mi and Mj coalesce at the margin of the wing and the coalescence is 
proceding inward. In the gall-gnat represented by Figure 363, only a 
slight vestige of media remains; here the last stage of the reduction was 
doubtless due to atrophy. And in the insects discussed in the following 




Fig. 367. — Wing of Eulonchus. 

section of this chapter media is reduced by coalescence with an adjacent vein. 

The coalescence of veins Mz and Cu\. — One of the most striking of the 

modifications of the wings of Diptera is the coalescence in certain forms of 
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vein Ms and Cui. The result of this coalescence where it is carried to its 
extreme limit is the production of a type of wing in which the homologies of 
the veins concerned is so obscured that they were not imderstood tintil the 
method of study used here was employed. But by beginning with a 




Fig. 368. — ^Wing of Pantarbes, 



Sc. /?' ^^^y 




2d A+Cu, 

Fig. 369. — Wing of Conops, 



R. R^^i 




Fig. 370. — Wing of Scenopinus. 



generalized form in which the homologies of the wing-veins are easily 
imderstood and by selecting a series of forms illustrating varying degrees 
of modification of this form an understanding of the most specialized form 
is attained. 
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In Rhyphus (Fig. 357) veins Ms and Cui retain their primitive pDsition, 
extending nearly parallel and ending remote from each other at the margin 
of the wing. (For reasons given in an earlier paragraph no account is 
taken of vein M4 in this discussion). In Thereva (Fig. 366) an approxima- 
tion of the ends of these veins has taken place, which results in a narrowing 
of the outer end of cell Mj. In Eulonchus (Fig. 367) the tips of the two 
veins coalesce, and cell Ms is thus closed. In Pantarbes (Fig. 368) the two 
veins coalesce for the greater part of their length, and cell M3 is completely 
obliterated. 

The coalescence of veins Cth, and the second anal vein, — Quite closely 
correlated with the coalescence of veins Ms and Cui there exists a coales- 
cence of vein Cu2 and the second anal vein. In Rhyphus (Fig. 357) these 




Fig. 371. — ^Wing of Rhamphomyia, 

two veins retain their primitive position. In Leptis (Fig. 364) the tips are 
approximate. In Thereva (Fig. 366) the tips coalesce for a short distaaca. 
In Conops (Fig. 369) the coalescence is more striking. In Scenopin%s (Fig. 
370) it is carried still farther. While in Rhamphomyia (Fig. 371) it has pro- 
ceeded so far that vein Cu2 extends towards the bas3 of ths wln^ aal 
presents the appearance of a cross-vein. 

The reduction of the number of cells in a wing. — ^A reductioa of th^ num- 
ber of cells in the wings has taken place in the wings of nearly all Diptera. 
This is the restilt of two causes : first, the coalescence of veins ; aad sscoad, 
the atrophy of veins. The following will serve as illustrations of this 
process. 

In the Brachycera, the coalescence of veins R2 and R3 results in the 
obliteration of cell R2; and in the Nematocera, a similar coalescence of 
veins R4 and Rs results in the loss of cell R4. 

The atrophy of a vein separating two cells results in the uniting of these 
cells and a consequent reduction in the number of distinct cells. In the 
wing of Musca domestica (Fig. 372) cells M and ist Mj are S3paratei by the 
free part of vein M3. In the wing of Psilopodius sipho (Fig. 373), there 
remains only a short spur representing the free part of vein M^; and in the 
wing of Dolichopus coquilletti (Fig. 374), the free part of vein M3 is c ompletely 
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Fig. 372. — A wing of Musca domestica. 




Fig. 373. — ^A wing of Psilopodius sipho. 




Fig. 374. — ^A wing of Dolichopus coquilleiU. 
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atrophied and ceUs M and ist Mi are iinited into a single cell, cell M + 
ist Ml. 

The anal veins. — In all Diptera known to me there is a greater or lass 
reduction of the anal area; for in none that I have seen are there present 
three well developed anal veins that extend to the margin of the wing. 




Fig- 375.— Wing of Erax. 

In most Diptera the first anal vein is wanting as a distinct vein but in 
many there is a suture-like line, the anal furrow, inmiediately back of 
cubitus and closely parallel with this vein; this is a vestige of the first anal 



C^ A I ^^2 + 3 A4 + 5 



A/.+. 




Fig. 376. — A wing Erisialis. 

vein ; this furrow is represented in several of the figures in this chapter by a 
dotted line. The first anal vein is retained, however, in certain Asilidae; 
where, although somewhat shortened, it is a distinct vein extending from 
the base of the wing to near the point where vein Cu forks (Fig. 375). 




4*$ 



Fig. 377. — ^Wing of Tiptda, 
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The second anal vein is the most persistent of the three anal veins; it 
is well-preserved in many families; and is represented in several of the 
figures in this chapter. 

The third anal vein is well-preserved in comparatively few forms, 
although a vestige of it exists in many. It is well-preserved in Tipula 
(Fig. 377), and is fairly well-preserved in Stratiomyia (Fig. 378). 

Th^arculus. — There is a well-developed arculus in the Diptera; but 
owing to the reduced condition of the tracheation in this order the elements 
that enter into its formation can not be definitely determined. In labeling 
the cells at the base of the wing, I have assumed that the structure of the 



/vi /?1-H 




Fig. 378. — ^Wing of Stratiomyia. 

arculus is the same as in those orders where its composition is well-known. 
According to this interpretation veins R and M coalesce from the base of 
the wing to the arctilus; and, consequently, the cell behind the coalesced 
veins R and M is ist cell M (Fig. 378). 

In many of the Diptera, the base of the free part of the media has 
migrated along the arculus so far that it appears to arise from the cubitus 

(Fig- 375). 

The spurious vein. — In the Syrphidae there is a longitudinal thickening 
of the wing between the radius and the media; this is termed the spurious 
vein (Fig. 376, s). 

(c) COMPARISON OF TERMINOLOGIES OP THE WING-VEINS OP THE DIPTERA. 

It is practically impossible to make in a single table a comparison o# the 
various terminologies of the wing-veins of the Diptera that have been used 
by the prominent writers on this order. This is due to the fact that none 
of the older authors succeeded in determining the homologies of the different 
veins throughout the order; the result is that homologous veins are 
designated differently in the discussions of different families. This was 
frankly admitted by Osten-Sacken ('69, p. 32) in the following remarkable 
statement. 
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"This study of the homologies has two distinct aims in view: the 
scientific aim of showing that the ground-plan of the venation is the same 
in all of the families of the order; and the practical aim of adopting a 
terminology for descriptive purposes. We cannot carry out a terminology 
on solely theoretical grotmds; we will have to vary the details of it accord- 
ing to the peculiarities of structure occurring in different families, the main 
plan remaining the same. This is done in all the departments of zoology^ 
and I do not see why the venation of the Diptera should be treated differ- 
ently." 

Owing to the lack of uniformity in the terminologies used by different 
authors and to the fact that even in the writings of a single author homol- 
ogous veins are designated differently in the discussions of different families, 






Fig- 379- — Wing of Tabanus (After Williston). 

it is necessary for the student using any of the works in which the tmiform 
terminology has not been adopted to make a study of the S5rstem used in 
that particular work. 

The system that has has been most used in this country is that which 
was adopted by Loew ('62) and modified by Osten-Sacken (*69). Figure 
379 from Williston (*o8) illustrates this system as applied by him to the 
wing of Tabanus, In the following table this system and that of Redten- 
bacher are compared with the uniform terminology. 

Redtenbacher in his efforts to recognize the concave veins IV and VI of 
his sjTstem was led into inconsistences in his determinations of the homolo- 
gies of the branches of media. The equivalents given in the following 
table are based on his figure of the wing of Stratiomys, 
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WILLISTON 


REDTENBACHER 


COMSTOCR AND NBBDHAM 


(Tabanus) 


(Stratiomys) 


{AUfamilies) 




Costal 


I 


Costa 


C 


Auxiliary 


II 


Subcosta 


Sc 


First longitudinal 


nil 


Radius-one 


Ri 


Second longitudinal \ 


III2 
III, 


Radius-two 
Radius-three 


R* 
R* 


Third longitudinal < 


III4 

Ills 


Radius-four 
Radius-five 


R4 

Rs 


Fourth longitudinal \ 


IV 
V 


Media-one 
Media-two 


Ml 
Mt 


) 


VI 


Media-three 


M, 


Fifth longitudinal < 


VIIi 


Cubitus-one 


Cui 


1 


VII, 


Cubitus-two 


Cu, 




VIII 


First Anal 


istA 


Sixth longitudinal 


IX 


Second Anal 


2dA 






Third Anal 


3dA 


Humeral cross-vein a 




Humeral cross-vein 


h 


Anterior cross-vein b 




Radio-medial cross-vein 


r-m 


Discal cross-vein c 




Medio-cubital cross-vein 


m-cu 


Posterior cross-vein d 




Medial cross-vein 


m 



(d) COMPARISON OP TERMINOLOGIES OP THE CELLS OP THE WINGS OF THE 

DIPTERA 

The writers on the Diptera have made use of very complete terminol- 
ogies of the cells of the wing. As examples of these I give in the following 
table those used in three important American works, and indicate the 
equivalents of the terms used in the uniform terminology. 
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LOEW C62) 


OSTEN-SACKEN ('69) 


WILLISTON ('08) 


COMSTOCKAND 


{Orudis) 


{Cladurd) 


{Tabanvs) 


NEEDHAM 


is't costal 






IStC 


2d costal 


Costal 


Costal 


2dC 


3d costal 


Subcostal 


Subcostal 


Sc 


ist basal 


ist basal 


ist basal 


R 


Marginal 


Marginal 


Marginal 


Ri 




ist submarginal 




R2 


Submarginal 


2d submarginal 


ist submarginal 


R3 






2d submarginal 


R4 


ist posterior 


ist posterior 


ist posterior 


Rs 


2d basal 


2d basal 


2d basal 


M 




2d posterior 


2d posterior 


Ml 


Discal 


Discal 


Discal 


istM2 


2d posterior 


3d posterior 


3d posterior 


2dM2 




4th posterior 


4th posterior 


Ms 
Cu 


3d posterior 


5th posterior 


5th posterior 


Cui 


Anal 


Anal 


Anal 


ist A 


Axillary 


Axillary 


Axillary 


2dA 


• 


Spurious 




3d A 



The difference in the application of the terms first submarginal and 
second submarginal in the terminologies of Osten-Sacken and Williston 
arises from the fact that in each case the cell lying next to the marginal cell 
is termed the first submarginal; but this is not the same cell in the two 
genera used to illustrate their terminologies. The genus used by Osten- 
Sacken is a Tipulid; and in all Nematocera that have a three-branched 
radial sector veins R2 and R« remain distinct; hence the cell next to the 
marginal cell is cell R2. On the other hand the genus used by Williston 
belongs to the Brachycera ; and in this division of the order veins R2 and Rs 
coalesce throughout their entire length, and consequently the cell immed- 
iately behind the marginal cell is cell R3. 
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Fig. 380. — Sphecius speciosus. 



CHAPTER XXV 
THE WINGS OF THE HYMENOPTERA 

(a) THE GENERAL FEATURES OF THE WINGS OF THE HYMENOPTERA 

The members of this order have four wings (Fig. 380) ; these are mem- 
branous, and have the wing- venation more or less reduced. In the more 
generalized families the reduction of the wing-venation is slight; in the 

more specialized families, it 
is extreme. The two pairs of 
wings are similar in texture. 
The wings of each side are 
held together by a row of 
hooks, the hamuli, on the 
front margin of the hind wing 
(Fig. 381, h); these hooks 
fasten to a fold in the hind 
margin of the front wing, so 
that the two wings present a 
continuous surface. The hind 
wings are smaller than the fore wings, and have a more reduced venation. 
Some forms are apterous. 

(6) THE VENATION OF THE WINGS OF THE MORE GENERALIZED HYMENOPTERA 

The suborder Chalastogastra has been recognized as the more general- 
ized of the two suborders of this order independently of any consideration of 
the characters presented by the wings. This conclusion has been con- 
jSrmed by studies of the wings ; for within this suborder are to be found the 
most generalized wings that exist 
among living representatives of the 
Hymenoptera. 

In the wings of certain sawflies 
of the families Xyelidae and Lydidae 
we find a close approximation in the 
number of the wing-veins to that of the 
hypothetical primitive type of wing- 
venation. But even here the courses 
of the branches of the forked veins 
have been greatly modified. These changes have been so great that the 
determination of the homologies of the wing-veins in this order was one of 
the most difficult problems of this kind that arose in the course of the study 
of the wings of insects. 

(362) 




Fig. 381. — Wings of Apis showing 
hamuli. 
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This determination was made by the writer, from an examination of the 
wings of adult insects, and published in a text-book* before the ontogenetic 
study of wings was tmdertaken by Dr. Needham and myself. 

The results of this later study did not modify the conclusions that I had 
reached from the study of adults alone. In fact, we found, as will be 
shown later, that the courses of the tracheae of the wings of h^Tnenopterous 
pupae have not been modified in the same way as have the courses of the 
veins; and that, for this reason we are still forced to determine the homol- 
ogies of the wing-veins in this order by a comparative study of the wings of 
adult insects. 

An tmderstanding of the hymenopterous type of wing-venation was not 
derived from a study of the wings of Hymenoptera alone. Even in the 
most generalized of the living members of this order, the wings are so 
highly specialized that the homologies of certain veins would never have 
been suspected but for help from another source. 

Fortunately the most characteristic method of modification of the 
courses of the wing-veins in the Hymenoptera is illtistrated by the wings of 
certain Diptera also. And in the Diptera examples of every stage in the 
modification of the courses of veins by this method can be seen; while in 
the Hymenoptera only the later stages are shown. 

Reference is made here to the coalescence of veins from the margin of the 
wing towards the base of the wing. This results frequently in a branch of 
a longitudinal vein becoming transverse, so that it appears like a cross-vein; 
and in some cases, where the coalescence has been carried still farther, a 
branch of a longitudinal vein has been so diverted from its primitive course 
that it extends towards the base of the wing. Among living Diptera there 
are preserved examples of all of the stages of this modification of the course 
of a vein. The series of figures illustrating the coalescence of veins Cu2 
and 2d A (p. 355) shows this. 

With this data before us let us proceed to an examination of hymenop- 
terous wings. The most generalized condition of the venation of the wings 
that is known in the Hymenoptera occurs in the two genera Pamphilius, of 
the family Lydidae, and Macroxyela, of the family Xyelidae. There is 
preserved in the fore wings of each of these genera of sawflies all of the 
primitive wing-veins with a single exception ; and as it is not the same vein 
that has been lost in the two genera, a figure of a typical hymenopterous 
wing can be made from a study of the two. Figures 382 and 383 represent 
such a wing; in the former the veins are lettered; in the latter, the cells. 
See also Plate X, where the courses of the veins are made more evident by 
the use of alternating colors. 

The typical hymenopterous wing represented in the accompanying 
figures is a figure of the fore wing of Pamphilius (Fig. 391) except that vein 

*Comstock : A Manual for the Study of Insects. ( 1 895) , pp. 603-607 . 
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R2, which is lacking in this genus, is added. This vein is well-preserved in 
Macroxyela (Fig. 392) ; but in Macroxyela vein Cu2 is lost; the position of 
the lost forking of the cubitus is indicated, however, by a bend in this vein. 
In the wings of these sawflies, the anal furrow and the median furrow 
are both well-marked, and are in the typical positions; that is, the anal 



Fig. 382. — The veins of a typical hyraenopterous wing (From C. & N.). 

furrow is immediately in front of the first anal vein and the median furrow 
in front of the media. The furrows are represented by dotted lines in 
Figures 382 and 383. 

In the anal area the three typical veins are preserved ; but they coalesce 
to a considerable extent, both at the base and near the margin of the wing. 

In the basal part of the prenal area, the stems of the principal veins are 
as follows: the costa coincides with the costal margin of the wing and 
extends from the base of the wing to the stigma (Fig. 382,0);* the subcosta 



Fig- 383. — The cells of a typical hymenopterous wing (Prom C. & N.). 

(Fig. 382, 5c) is well-preserved and is forked; back of the subcosta is a 
strong stem formed by the coalescence of the other three veins of the preanal 



*It is impossible to state whether the costa extends beyond the beginning of the 
atigma or not. Both MacGillivray and Bradley believe that it ends at or shortly 
before the beginning of the stigma. This conclusion is based on the fact that, while 
costa in all insect wings, when present, lines the mar^n of the wing, in the Hymenoptera 
there is frequently a strip of free membrane of varymg width extending from the nodal 
furrow to the apex of the wing. This strip is quite wide in the wings of the female of 
TiphiCt for example; and widens into the appendiculate cell in some wings. 
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area ; the cubitus (Fig. 382, Cu) soon separates from this stem, extending in 
a curve towards the anal furrow; while the radius and the media coalesce 
for about half their length. In order to make these veins more distinct in 
the figure the free portion of the media is marked with cross lines; see also 
Plate X. 

When we pass from a consideration of the main stems of the veins to a 
study of the branches, we meet a much more complicated problem, a 
problem that could not have been solved by a study of Hymenoptera alone. 
But a knowledge of the methods of specialization of the wings of Diptera 
gives, as already stated, a key to an imderstanding of the wings of Hymen- 
optera. 

If the reader will examine the series of figures illustrating the coalescence 
of veins Cuj and 2d A in the Diptera (page 355), he will find it easy to under- 
stand what has taken place in the Hymenoptera. In the Hymenoptera, 
however, both branches of the cubitus coalesce with the first anal vein ; and 




Fig. 384. — Wing of Pantarbes. 

this coalescence has proceeded so' far that both branches cross the anal 
furrow, and end in the anal vein remote from the margin of the wing. 

It should be noted that vein Cuj is comparatively rarely preserved in 
this order. Dr. MacGillivray, in his very extended study of the wings of the 
Tenthredinoidea, (MacGillivray '06, p. 552), notes its presence in represen- 
tatives of several genera of the Lydidae ; but in most of the Tenthredinoidea 
all traces of it are lacking. 

If the branches of the media be now examined, it will be seen that vein 
Ml (Fig. 382) extends longitudinally near the center of the distal part of the 
wing, its primitive course being modified slightly if at all. Vein M2 follows 
a course similar to the course of this vein in the dipterous genus Pantarbes 
(Fig. 384). Vein Ms extends across the anal furrow near the margin of the 
wing and coalesces with the first anal vein. It is evident that the forces 
that are causing the branches of the cubitus to migrate along the first anal 
vein towards the base of the wing are exerting a similar influence on this 
vein. It is also evident that veins M4 and Cui coalesce at the tip, and that 
the migration of the united tips of these veins (marked Cui in the figure) 
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towards the base of the wing has so modified the course of that part of vein 
M4 which is still free that it extends towards the base of the wing. This 
change is very similar to the change in the course of vein Cua in the dipter- 
ous genus Rhamphomyia (Fig. 385). 

A curious restilt of this change in the direction of the course of vein M4 
is that the cell M4 has been closed and pressed back to the center of the wing 




4+$ 



Fig. 385. — ^Wing of Rhamphomyia. 

(Fig. 382, M4), and now lies in front of the free portion of vein M4 instead of 
behind it. Ajsomewhat similar modification of cell Mj is foimd in the 
dipterous genus Eulonchus (Fig. 386). 

Let us now consider the courses of the branches of the radius. Here 
again we can gain help from a study of dipterous wings. Observe in 
Pantarbes (Fig. 384) the coalescence of the tips of veins Re and Mi. In the 
Hymenoptera a similar coalescence of veins Rg and Mi has occurred; but it 
has proceeded much farther, so that the free portion of vein Rg in Pamphilius 




Cu, ^Afy 

Fig. 386. — Wing of Eulonchus. 

(Fig. 391, R5) is remote from the end of the wing and has the appearance of 
a cross-vein. 

In the Hymenoptera vein R5 has been followed in its migration along 
vein Ml by vein R4, which has now reached a stage in Pamphilius that is 
quite similar to that reached by vein R5 in Pantarbes; but like vein Rg it has 
the appearance of a cross-vein. In the fore wing of the honey-bee (Fig. 
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387) veins R4 and Rg still retain the appearance of branches of a forked vein. 

In Pamphilius vein Ri is curved away from the costal margin of the wing 

to make room for a stigma (Fig. 391 and Fig. 382, st), and vein R3 ends in 




Fig. 387. — Wings of a honey-bee (From C. & N.). 

the costal margin a short distance before the apex of the wing. Vein Ra 
has been lost in this genus but as it is well-preserved in the closely allied 
genus Macroxyela (Fig. 392) it is represented in the figure of the typical 
hymenopterous wing (Fig. 382). 

While the tips of the branches of the radial sector have migrated away 

from the apex of the wing, 
the bases of these branches 
coalesce in the opposite 
direction; from these two 
causes results the transverse 
bracing of the radial area of 
the wing, which is a very 
characteristic feature of the 
venation of the wings of this 
order. 

The details of these 
changes will be made clear 
by an examination of Figures 
388a and 388b. The former 
represents the primitive 




Fig. 388. — Diagrams of the radius: 
6, hymenopterous (After C. 



a, typical; 
& N.). 



mode of branching of the radius; the latter, the radial area of the typical 
hymenopterous wing. As the radial cross-vein is usually present in the 
Hymenoptera, it is represented in these figures. In the hymenopterous 
type, veins R2+3 and Rt+sof the primitive type coalesce so far that the 
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branches of the radial sector arise from a common stem; and the tips of all 
of them have moved away from the apex of the wing, veins Ri and Rs 
following the costal margin of the wing, and veins R4 and R^ following 
vein Ml. 

Reference has been made above to the curving of vein Ri away from the 
margin of the wing to make room for a stigma (Fig. 383, st). The stigma is 
boimded in front and at its base by the tip of vein Scj, which anastomoses 
with the radiiis for a considerable distance but separates from that vein at 
the base of the stigma. 

In the above account reference has been made only to the venation of 
the fore wings. In the hind wings of most H5rmenoptera the venation has 
been so greatly reduced that it is exceedingly difficult to determine the 
homologies of the wing-veins. 

The suborder Chalastogastra includes those Hymenoptera in which the 
reduction of the venation of the hind wings is least. The extended study 
of the wings of this suborder made by MacGillivray ('06) enabled him to 
prepare a diagram of a typical hymenopterous hind wing, which is of great 
value as an aid to the determination of the venation of the hind wings of 
Hymenoptera, this diagram was followed in the preparation of Plate X. 
The lacking veins are indicated by dotted lines. 

From the foregoing account it will be seen that even in the most general- 
ized of living Hymenoptera there exists a highly modified wing-venation. 
But notwithstanding this it is possible to determine the homologies of all 
of the wing-veins. 

Some of the modifications of this primitive hymenopterous type will be 
discussed in a later section of this chapter. 



(c) THE TRACHEATION OP THE WINGS OF THE HYMENOPTERA 

The tracheation of the wings of the Hymenoptera was studied by Com- 
stock and Needham in order to ascertain if the courses of the tracheae fur- 
nish any data regarding the homologies of the wing- veins in this order. We 
had found, as shown in preceding pages, that in the more generalized insects 
there is a close correlation between the venation and the tracheation of the 
wings; and that it can be accepted as a firmly established fact that the 
courses of the wing- veins of primitive insects were determined by the courses 
of preexisting tracheae. 

But we also found that in the Trichoptera there is little correlation 
between the venation and the tracheation of the wings, a remarkable reduc- 
tion of the wing-tracheae having taken place. A similar reduction of the 
tracheae of the wings exists in most families of the Diptera; and even when 
a large portion of the tracheae are retained, as in certain Asilids, they 
afford little aid in determining the homologies of the wing veins. 
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Again, in the Hymenoptera, we found that the courses of the tracheae 
cannot be depended upon for determining the homologies of the wing-veins, 
notwithstanding the fact that in the more generalized members of the order 
a very complete system of wing-tracheae exist. The lyings of a pupa of 




Fig- 389. — ^Wings of a pupa of Tremex (From C. «& N.). 

Tremex (Fig. 389) illustrate the extent to which the tracheae are retained in 
the more generalized members of the order; and the wings of Apis (Fig. 
390) illustrate the tracheation of the wings in a more specialized form. 

The most striking feature of the courses of the main tracheae in the wings 
of Tremex is that each extends in a nearly direct line from the base of the 
wing to near its outer margin; and that while in most cases the basal part 
of each lies in the cavity of the vein with which it corresponds, this corres- 
pondence does not extend to the branches of the principal veins. 




Fig- 390.— Wings of a young pupa of Apis (From C. & N.). 

Even in the case of the principal veins, this correspondence is not com- 
plete; for the basal part of the radial trachea of the fore wing lies in what is 
without doubt the cavity of subcosta; and in both wings the medial 
trachea does not extend into the branches of the media. 

In the course of a study of the development of the wings of the honey- 
bee, Dr. Needham and I discovered the cause of the lack of correspondence 
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between the tracheation and venation of the wings in the Hymenoptera. 
An examination of the wings of young pupae of this insect revealed the fact 
that in this insect the laying out of the wing- venation precedes the trachea- 
tion of the wing. IVfter the wing- veins reach that stage of development in 
which they appear as pale bands, the tracheae grow out from the base of the 
wing into them. Figure 390 represents the wings of a pupa taken at a stage 
that illustrates this pushing out of the tracheae into the previously formed 
wing-vein cavities. 

It is obvious that tracheae developed after the vein-cavities are formed 
will follow the paths oflfering the least resistance to their progress; and it is 
not to be expected that they will preserve their primitive arrangement 
under these conditions. 

This brings us to the conclusion already annoimced, that in determining 
the homologies of the wing-veins in the Hymenoptera we are forced to base 
our concltisions on a study of the veins themselves; and that a method of 
study which is of the highest importance in determining the homologies 
of the wing-veins in many other insects, is of Uttle use here for this special 
purpose. 

(d) METHODS OF MODIFICATION OF THE PRIMITIVE HYMENOPTEROUS TYPE 
OF WING-VENATION 

The working out of the details of the modification of the wing- venation 
in the several families of the Hymenoptera can only be done by those who 
make extended studies of these families, a work that does not fall within the 
scope of this essay. I wish merely to indicate, in this chapter, the essential 
features of the hymenopterous type of wing-venation, the more prominent 
of the methods by which this type is modified, and to illustrate by a few 
examples the nature of the results that have been attained in the modifica- 
tions of the primitive hymenopterous type. If this is done, data will be 
available that will facilitate more extended studies in this field. 

Our knowledge of the various modifications of the primitive hymenop- 
terous type of wing-venation that occur in the more generalized of the two 
suborders of this order, the Chalastogastra, is very complete. This is due 
to the labors of Dr. A. D. MacGillivray, who has published the results of a 
very extended and detailed study, illustrated by nearly one hundred figures 
of the wings of members of this suborder (MacGilUvray *o6). This most 
excellent work, with its great wealth of details, furnishes all the data needed 
for an understanding of the venation of the wings of the Chalastogastra, and 
gives an invaluable basis of comparison for the study of the wings of the 
more specialized suborder, the Clistogastra. 

I sh^ll not attempt to give an abstract of Dr. MacGillivray 's paper; 
because a mere abstract could not take the place of the complete memoir, 
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which should be constalted by anyone making a study of the wing-venation 
of members of this suborder. But I shall have occasion, in the course of the 
later discussion, to quote some of his results. 

Passing to the suborder Clistogastra, we find it comparatively easy to 
determine the homologies of the wing-veins in many forms, that is in those 
in which the venation is not greatly reduced, by making use of the data 
obtained in the study of the Chalastogastra. But there are many forms 
with greatly reduced wing-venation in whidi the problem is exceedingly 
diflBcult. Much has been done in this field by Professor J. Chester Bradley, 
but unforttmately only a part of his results has been published. 

In his monograph of the Evaniidae (Bradley '08), Professor Bradley has 
figured all of the types of wings known to occur in this remarkable family. 
In another very extended work, entitled The Wings of Hymenoptera with 
particular reference to the Ichneumon Flies, some of the more perplexing 
problems that have arisen in the study of the modifications of the venation 
of the wings of the Hjnnenoptera are discussed in a very thorough manner; 
but this work is not yet published. 

The more important of the methods by which the primitive type of 
wing-venation has been modified in the Hymenoptera are the following: 

A reduction in the number of the wing-veins by the atrophy of one or 
more veins. 

A reduction in the ntunber of the wing-veins by the coalescence of 
adjacent veins in one or more areas of the wing. 

A change in the course of a vein by the coalescence of its base with an 
adjacent vein. 

Changes in the courses of veins by the coalescence of the tip of each 
with an adjacent vein. ^ 

The formation of serial veins. 

The following examples will serve .to illustrate the results of the modifi- 
cation of the primitive tjrpe of wing-venation by these several methods. It 
is an interesting fact that the wings of the most generalized of living Hymen- 
optera show modifications by each of these methods. The wonderfully 
modified wings of the more specialized Hymenoptera are merely the result 
of carrying to an extreme methods of modification already inaugurated in 
the most primitive Hjnnenoptera known to us. 

Reduction by atrophy — In the Hymenoptera one result of the specializa- 
tion of the venation of the wings is a reduction of the number of wing-veins ; 
in no case are either accessory veins or intercalary veins developed; and 
even in the most generalized members of the order known to us not all of 
the wing-veins are retained. 

The reduction in number of the wing-veins, however, is slight in the 
more generalized members of the order; as already indicated, in some only 
vein Ri is lacking, in others, only veins Cu2 has been lost. This refers to 
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Fig. 391. — Wings of Pamphilius. The veins are lettered. 




Fig* 392. — Wings of Macroxyela. The cells are lettered. 



Digitized by 



Google 



THE WINGS OF HYMENOPTERA 



373 



the fore wings; in the hind wings, the reduction of the venation is greater 
than this in all cases. The hind wing of Pamphilius (Fig. 391) is an example 
of the most generalized condition foimd in the hind wings of Hymenoptera. 
While the reduction of the venation of the fore wings is slight in the 
more generalized members of the order, it is extreme in the more specialized 




Fig. 393. — ^Wing of an ichneumon-fly, 

families, as in the Chalcididae, where frequently only a vestige of the wing- 
venation remains. 

In the Hymenoptera, as in other orders where the specialization of the 
wing-venation is by reduction,' the lessening of the ntmiber of wing-veins is 
the result partly of the atrophy of veins and partly of the coalescence of 
adjacent veins. 

The beginning of the atrophy of a vein is illustrated by the subcosta of 
the hind wing of Pamphilius (Fig. 391), the basal part of which has faded 
out. In the hind wing of Macroxyela (Fig. 392) the atrophy of the subcosta 
is complete. In the fore wing of Pamphilius vein R2 has been lost; and in 
the fore wing of Macroxyela vein Cu2 is lacking. A comparison of these two 
wings makes evident the fact that in each case a vein has atrophied. 




I si A 
Fig. 394. — Wing of a braconid. 

In Phamphilius no vestige of the lost vein R2 remains. In Macroxyela 
a^bend in the cubitus indicates the position of the former forking of this 
vein. In many other cases, however, vestiges of lost veins remain either as 
short spurs or as faint lines. 
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Rediictioii by coalescence. — ^An excellent illustration of the reduction in 
number of distinct wing-veins by the coalescence of adjacent veins is to be 
seen in the fore wing of an ichneumon-fly (Fig. 393), where the thickened 
margin of the wing, between its base and the stigma, is formed of the tinited 
costa, subcosta, radius, and media. A similar condition exists in the fore 
wing of a braconid (Fig. 394). 

In many of the Clistogastra in which the costa remains separate, the 
subcosta, radius, and media coalesce from the base of the wing to the 
stigma. 

Modification of the course of a vein by coalescence at base. — Perhaps 
the best illustration of the modification of the course of a vein by the 
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Fig. 395. — ^Wings of Manoxyela (From MacGillivray). 

coalescence of its base with an adjacent vein is that of the media of the fore 
wing; for in this case a very complete record of the change exists among 
living Hymenoptera. Correlated with the modification of the course of 
media are certain changes in the relations of the medio-cubital cross-vein; 
hence the two veins will be treated together. 

In Manoxyela, as was shown by Dr. MacGillivray (Fig. 395), the main 
stem of the media retains a quite primitive course except that the basal part 
coalesces with the radius for a considerable distance; for from the point 
where it separates from the radius it extends directly toward the outer 
margin of the wing. In this genus, the medio-cubital cross-vein also retains 
a comparatively primitive position (Fig. 395, m-cu). 

In Macroxyela (Fig. 392), the medio-cubital cross-vein has migrated 
towards the base of the wing, the coalescence of the media with the radius 
has been extended somewhat, and the section of the media between the 
radius and the medio-cubital cross-vein has become nearly transverse. 
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In Apis X^ig, 396), the position of the medio-cubital cross-vein is nearly 
the same as in Macroxyela; but the coalescence of the media with the 
radius has extended much farther, with the result that the section of the 
media that is between the radius and the medio-cubital cross-vein extends 
backward from the point where it separates from the radius to its jtmction 
with the medio-cubital cross-vein; from this point the media extends out- 
ward as in the more generalized forms. This results in the course of the 
main stem of media being Z-shaped. 

In the forms in which the condition just described exists, and this is true 
of a very large portion of the members of the order, the section of the 
media that is between the radius and the medio-cubital cross-veins forms 
with this cross-vein what appears to be a cross-vein, extending from the 
radius to the cubitus, from which the main stem of the media appears to 
arise. But it is now obvious that this apparent cross-vein is a serial vein 
consisting of a section of the media and the medio-cubital cross-vein. 

In Apis,jand in many other -genera of the more specialized Hjnnenop- 
tera, the shortening of the cubitus as a result of an extending of the coales- 




Fig- 396- — ^Wings of Apis, See Fig. 397, for more detailed lettering. 

cence of veins Cui and ist A has left the cubital end of the medio-cubital 
cross-vein stranded upon vein M4. 

Modification of the course of a vein by the coalescence of its tip with an 
adjacent vein. — Examples of this kind of modification of the courses of 
veins have been described in the discussion of the venation of the wings of 
the more generalized Hymenoptera. Attention was called there to the 
changes that have taken place in the courses of the branches of the radial 
sector, the branches of media, and the branches of cubitus. Some of the 
modifications of the courses of veins which are evident in the more general- 
ized Hymenoptera are greater in the more specialized Hymenoptera. Note 
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for example the course of vein M4 in Apis (Fig. 396). Here this vein extends 
towards the base of the wing, with the restdt that the free part of it appears 
to be a continuation of the cubitus. 

Serial veins. — Perhaps the most astonishing and perplexing of the 
results that have followed the changes in the courses of veins in the wings 
of the Hymenoptera are those that have resulted in the formation of serial 
veins; that is veins that appear to be simple veins but which in reality are 
compound veins composed of sections of two or more veins joined end to 
end. 

Serial veins are discussed in Chapter III (page 69). In addition to the 
serial vein described there, vein m & M2 of the braconid wing, the follow- 
ing examples may be cited. 

In the fore wing oiApis (Fig. 396), the cubitus appears to extend from 
the base of the wing to a point near the middle of the wing. But, as shown 
above, only the basal part of this vein is cubitus, the distal part being vein 
M4. If reference is made to this vein as a whole, it should be designated as 
vein Cu & M4. 

In the case just cited the formation of the serial vein is the result in a 
change in the cotirse of one element of it. Another method of the formation 
of serial veins is by the atrophy of a section of a vein, which leaves the 
terminal portion of the vein stranded upon some other vein. Vein m & 
M2 of the braconid wing was formed in this manner. 

A remarkable instance of the atrophy of a section of a vein and the 
consequent formation of a serial vein that has the appearance of being a 
simple one is that described by MacGillivray (*o6) as the switching of the 
base of the radial sector. This example of the formation of a serial vein is 
of esx)ecial interest; for this switching of the base of the radial sector has 
occurred in the wings of nearly all members of the suborder Clistogastra, 
and is found in only a few members of the suborder Chalastogastra. 

A very complete series illustrating the switching of the radial sector was 
found by MacGillivray and is shown in Figure 397. Before studying this 
series, however, let us examine the fore wing of Pamphiliiis (Fig. 391) and 
note the point of origin of the radial sector and the position of the radial 
cross-vein in what we have accepted as a tjrpical hymenopterous wing. 

An examination of this wing and of the very extended series of wings of 
Chalastogastra figured by MacGillivray, shows that the mdial sector 
separates at or before the base of the stigma, and that the radial cross-vein 
extends from near the middle of the stigma or from a point beyond the 
middle, in a more or less nearly transverse direction, to the radial sector. 

In Figure 397, a, 6, and c show a part of the fore wing of three members 
of the Cephidae, one of the more specialized families of the Chalastogastra; 
and d represents the same part in Oryssus, of the Oryssidae, the family in 
which the greatest reduction of the wing-venation found in the Chalasto- 
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gastra occurs. The other two figures, e and/, represent this part of the 
wing in two members of the suborder Clistogastra, PeloptBus and Apis 
respectively. 

In Macrocephus satyrus (Fig. 397, a) the direction of both the basal part 
of the radial sector and of the radial cross- vein is oblique; and the 
radial cross-vein has the 
appearance of being a longi- 
tudinal vein branching from 
the stigma, and not that of a 
cross-vein, a foreshadowing of 
its function in more special- 
ized forms. 

In Janus cyitosbati (Fig. 
397 » fr)i a short section of the 
base of the radial sector near 
the stigma has faded out. In 
Janus abbreviatus (Fig. 387, 
c) , a longer section of this vein 
is lacking. And in Oryssus 
abietinus (Fig. 397, d),all of 
the radial sector proximad of 
the radial cross-vein is lack- 
ing; and this cross- vein 
appears to be the base of the 
radial sector. Thus is formed 
a serial vein, consisting of the 
radial cross-vein and the rem- 
nant of the radial sector, 
which has the appearance of 
a simple vein. This is the 




/ 



Fig. 397. — The switching of the base of the 
radial sector (From MacGillivray). 



condition that exists in all of the Clistogastra and is illustrated by PelopcBus 
cementarius (Fig. 397, e) and Apis mellifica (Fig. 397,/)" 

Figures 398 and 399, representing two entire wings, will illustrate two 
stages in this switching of the base of the radial sector. In Janus abbrema- 
tus (Fig. 398), the atrophy of the section of the radial sector between the 
point where it is joined by vein r-m and the stigma has begun; in Odon- 
iaulacus editus (Fig. 399) the atrophy of this part of the radial sector is 
complete. 

Correlated with the series of changes just described are changes in some 
adjacent parts that merit description, and which were also pointed out by 
Dr. MacGillivray. The parts referred to are the radio-medial cross-vein 
and that part of the radial sector that lies between the radio-medial cross- 
vein and the radial cross-vein. 
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In Oryssus (Fig. 397, cQ , a form in whigh there has been a great reduction 
of the wing-veins, these parts are both wanting. But in the other forms 
shown in Figure 397 these parts are retained. In the first three (Fig. 397, 
a, 6, c) these two parts taken together constitute a slightly bent vein; in 
the fifth (Fig. 397, e) they form a perfectly straight vein ; and in the last 
(Fig. 397,/), one that is slightly bent. 

In the last two forms, and in nearly all other members of the Clisto- 




Fig. 398. — A fore wing of Janus abbreviatus, 

gastra, there is no trace of that section of the radial sector extending from 
the radio-medial cross-vein to the stigma; hence there is nothing to indicate 
the compound nature of the vein composed of the radio-medial cross-vein 
and that section of the radial sector between this vein and the radial cross- 
vein. For this reason this serial vein was formerly believed to be merely 
the radio-medial cross-vein. It should now be designated as vein r-m 
&R,. 

The switching of the base of the radial sector and the changes described 
in the two preceding paragraphs were not understood until the publication 
of Dr. MacGillivray's paper in 1906. As Comstock's Manual for the Study 
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Fig. 399. — A fore wing of Odontuulacus edilus. 

of Insects, in which was made the first attempt to apply the imiform 
terminology of the wing-veins to the wings of Hymenoptera, was published 
in 1895. the figures of wings of the Clistogastra in that work are, in some 
respects, incorrectly lettered. 
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(e) AN ILLUSTRATION OP THE REDUCTION OP THE WING-VENATION IN 

HYMENOPTERA 

Having determined the homologies of the wing-veins in the more 
generalized members of the Hymenoptera and having attained an tmder- 
standing of the various ways in which the typical wing-venation is modified 
in the more specialized forms, it is now comparatively easy to trace the 




Fig. 400. — Fore wing of Aulacinus fusiger (After Bradley). 




Fig. 401. — ^Fore wing of Evania appendigasler (After Bradley). 




I St A 
Fig. 402. — Fore wing of Acanthinevania princips, 

homologies of the wing- veins in all of the families of this order in which the 
venation of the wings is not greatly reduced. 

There are, however, certain families in which the various methods of 
modifying the primitive type of wing- venation have progressed so far that 
it is exceedingly difficult to determine the nature of the result and the steps 
by which it has been reached. It is in this field that lies the greater amount 
of the work that remains to be done to complete our understanding of the 
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wing-venation of the Hymenoptera, an tinderstanding which will doubtless 
make available much data of great value in working out the relationships 
of the various divisions of the order. 

The only way in which the identity of the remaining veins in a wing in 
which the venation is greatly reduced can be satisfactorily determined is 
by comparison with allied forms in which the reduction has not been 
carried so far. And the more complete the series that can be foxmd illus- 
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Fig. 403. — Fore wing of SenuBodogasUr harticensis. 

trating the successive steps in the modification of the wing-venation the 
more satisfactory will be the conclusion. 

As an illustration of this method of study and of the results that can be 
obtained by it I include here a series of figures taken from Professor 
Bradley's monograph of the Evaniidae (Bradley *o8). 

Figure 400 represents the venation of the fore wing of Aulacinus fusiger, 




Fig. 404. — Fore wing of Hyptia. 

a member of the subfamily Aulacinae. This is selected as the first of the 
following series as it is the most generalized wing of the family. Note that 
veins R4, R5, and all of vein M2 are present. 

It is in the subfamily Evaniinae that the most extensive modification 
of the wing-venation is found; for this reason the remaining members of 
this series of figures have been selected from those illustrating this sub- 
family. 
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Figure 401 represents the venation of the fore wing of Evania appendi- 
gaster; in this wing the modifications of the evaniid type as illustrated by 
Aidacinas are not great. Veins R4 and Rg are lost, and also the transverse 
part of vein M2. The coalescence of media with radius has progressed 




Fig. 405. — Fore wing of Evaniellus, 

farther; this has resulted in a striking change in the direction of the cross- 
vein tn-cu. 

The reduction of the wing-venation by the atrophy of veins which is 
well under way in Evania has been carried farther and farther in the succes- 
sive forms represented in this series of figures (Fig. 402, 403, 404, and 405) 
tin til in the last, Evaniellus y only two veins are left; these are the costa and 
veinSc + R + M. 
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CHAPTER XXVI 

THE TEACHING OF THE UNIFORM TERMINOLOGY OF THE WING-VEINS 

OF INSECTS 

SUGGESTIONS TO TEACHERS 

Much use is now made in systematic entomology of the characters 
presented by the wing-veins of insects. It is important, for this reason, 
that the student should acquire, early in his study of insects, a clear knowl- 
edge of the fundamental type of wing-venation, of the ways in which this 
type has been modified in the different orders of insects, and of the uniform 
terminology used in describing the wing-veins. 

The following outline of a course of study in this field is offered in tlie 
hope that it may be of service to teachers ; it is based on an outline that has 
been in use in the entomological laboratory of Cornell University for many 
years, where the work indicated in it has formed a part of the introductory 
courses in entomology. 

These courses have been planned to meet the needs of two classes of 
students: first, those students who are specializing in entomology; and 
second, those students who take only a general lecture coiu^se and the 
accompanying practicums in this subject. 

The students who are specializing in entomology are furnished mounted 
specimens of the wings to be studied whenever it is practicable to do so, and 
are required to make drawings of them representing the wing-venation. 
In those cases where wings are not available for use in the laboratory, 
figures of the wings in which the veins are not lettered are furnished. In 
either case the student determines the homologies of the wing-veins and 
records his conclusions by lettering the veins in his figures. Each figure is 
criticised by the instructor before another wing or figtire is issued for study. 
This is of prime importance; for without such criticism an error made in 
one figure is likely to be repeated in the next, and an incorrect conclusion 
becomes established in the mind of the student. 

The cotirse outlined here is merely an introductory course in which the 
student becomes grounded in the fimdamental principles of the study of 
wing-venation. The wings to be studied in it have been selected with a 
view to illustrate the various ways in which the primitive type of wing- 
venation has been modified in the course of the evolution of recent forms. 

This course of study, or one of similar scope, should be completed before 
the student is encouraged to undertake an investigation of the wing-venation 
of a particular group of insects, as a family or an order; he should be 
impressed with the fact that the interpretation of venational characters 
must be based upon a knowledge of the various ways in which the wing- 

(382) 
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venation has been modified in other groups of insects than that which he is 
studying; and that the easiest way to gain this knowledge is by a study of 
a carefully selected series of wings illustrating these modifications. 

Having obtained the essential preliminary knowledge, the student can 
then proceed profitably with his investigation. He should first determine 
which are the most generalized wings to be found in the group of insects 
that is being studied, the wings that most closely resemble the hypothetical 
primitive type; and when this has been done, he should determine the 
various ways in which the more specialized wings have been modified. 




Pig. 406. — ^Pore wing of Pteronidea ribesii. 

In planning the work to be done in practicums accompanying a general 
introductory lecture course, one is hampered by the limited amount of 
time that can be devoted to each division of the more general subject. It 
is obviously impracticable to require the students to make many drawings of 
wings; on the other hand, it is essential that they should have practice in 
determining the homologies of the wing-veins in a considerable number of 




Fig. 407. — Fore wing of Sirex. 

wings, if they are to gain a knowledge that will enable them to make use of 
the analytical tables in the text books in which wing-venational characters 
are used. 

We have met this diflBculty by requiring these students to make draw- 
ings of only one or two wings, just enough to give them a little experience 
in the study of actual wings, and then furnishing them with figures of wings 
in which the veins are not lettered. These figures are issued one at a time, 
and each is to be properly lettered before another one is issued. 

Lettered figures of most of the wings used in this course are given in the 
preceding pages; the others, two in nxmiber, are represented by Figures 406 
and 407 . 



Digitized by 



Google 



384 THE WINGS OF INSECTS 

MATERIALS NEEDED FOR THIS COURSE 

A wall chart showing the hypothetical tracheation of a wing of the 
primitive nymph. This is a copy of Figure 411 of the following outline 
and is used in an introductory lecttire in which the ftmdamental principles, 
briefly indicated in the introduction to the outline, are more fully explained. 

Motmted wings to be studied by the students specializing in entomology. 
It is well to have several sets of these, so that more than one student can be 
studying the same kind of wing at the same time. If the mounts are 
carefully used, they will serve for many successive classes. 

Moimted wings for use in practicums. A limited number of kinds will 
be reqiiired; but there should be as many mounts of each kind as there are 
students in a section of the class, as all will need the same kind of wing at 
the beginning of the practictmi. 

Sets of printed figures of wings for use in practicums, where the students 
do not have the time necessary for making original drawings of all of the 
kinds of wings studied, and for use in other cases when desired. These sets 
can be obtained of The Comstock Publishing Company, Ithaca, N. Y. 
Each figure is printed on a separate sheet. Figure 408 is a copy of one of 
these figures. 

A printed outline, one for each student, of the laboratory work in this 
subject. This outline consists of a reprint of the following pages of this 
chapter. The preceding pages, being merely suggestions for the use of 
teachers, are not included in the outline of laboratory work. Copies of this 
outline can be obtained also of the publishers of this volume. 

Red ink for marking the lines representing media and its branches in the 
figures of wings. The use of red ink for this purpose adds greatly to the 
clearness of the figures. In those cases where the stem of media or any of 
its branches coalesce with another vein, this fact should be indicated by 
drawing a red line, indicating the course of media, closely parallel with the 
black line indicating the course of the vein with which media coalesces. 
Red ink is also used for lettering the cells of the wings. 

Blank paper uniform in size with that upon which the figures are printed 
for use in making the notes called for in the outline. This will permit the 
keeping together of the drawings and notes for reference. 
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Fig. 408. — ^An example of the figures 
used in laboratory work. 
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OUTLINE OF LABORATORY WORK IN THE STUDY OF THE VENATION 
OF THE WINGS OF INSECTS* 

INTRODUCTION 

In form an insect's wing is a large, membranous appendage, which is 
thickened along certain lines. These thickened lines are termed the veins 
or nerves of the wing; and their arrangement is described as the venation 
or nettratton of the wings. 

It has been found that the venation of the wings of closely allied insects 
is very similar, and that great differences in this respect exist between 
insects remotely connected. Hence, the wings afford excellent characters 
for use in the classification of insects. In fact, as slight differences in 
venation are easily observed, the wings being spread out like an open page, 
these differences are probably the most available characteristics of winged 
insects for taxonomic work. It is important, therefore, that the student 
of entomology should learn early in his course the more important facts 
r^arding this subject. 

A careful study of the wings of many insects has shown that the funda- 
mental type of venation is the same in all of the orders of winged insects. 
But this fact is evident only when the more primitive or generalized mem- 
bers of different orders are compared with each other. In most of the 
orders of insects the greater number of species have become so modified or 
specialized as regards the structure of their wings that it is difl&cult at first 
to trace out the primitive type. 

Note. — The student should have a clear idea of the significance of the terms genera^ 
lited and specialized, which are now much used in biology. Generalized indicates a 
primitive condition, a nearness to ancestral forms. Thus, the most generalized member 
of a group (as a family or an order) is that member which most clearly resembles the 
ancient progenitor of that group. Specialized, on the other hand, indicates remoteness 
from the pnmitive type, an adaptation to more special conditions of existence. Thus, 
the most specialized member of a group is the one that departs most widely from the 
ancient progenitor of that group. 

These terms are used in a comparative sense; thus, a highly specialized form may 
be r^arded as generalized when compared with forms that are still more highly specia- 
lized. 

This agreement in the important features of the venation of the wings of 
the generalized members of the different orders of insects is still more 
evident when the wings of njnnphs and pupae are studied. It has been 
demonstrated that in the development of the wings of generalized insects the 
longitudinal wing-veins are formed about preexisting tracheae. In the 
course of the development of the wing, these tracheae grow out into the 
wing-bud, and later the wing-veins are formed about them. 

•The material for this outline has been drawn largely from The Elements of Insect 
Anatomy, by John Henry Comstock and Vernon L. Kellogg, published by the Corn- 
stock Publi^ing Company, Ithaca, N. Y. 

(387) 
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The wings of njnnphs and pupae are broad at the base, and consequently 
the tracheae that precede the wing-veins are not crowded together as are the 
wing-veins at the base of the wings of adults. For this reason the identity 
of the wing- veins can be detennined more surely in the wings of nymphs and 




Fig. 409. — Hypothetical tracheation of a wing of the primitive nymph. 

pupae than they can be in the wings of adults. This is especially true where 
two or more veins coalesce in the adult wing while the tracheae that precede 
these veins are distinctly separate in the immature wing. 

A study was made of the tracheation of the wings of nymphs and pupae 
of representatives of most of the orders of insects, and, assuming that those 
features that are possessed by all of these must have been inherited from a 
common ancestor, a diagram was made representing the hypothetical 
tracheation of a nymph of the primitive winged insect, (Fig. 409). In this 
diagram the tracheae are lettered with the abbreviations used in designating 



RtRffi 




Fig. 410. — ^A wing of Rhyphus, with the veins and cells lettered. 

the veins that are formed about them in the course of the development of 
the wing. The diagram will serve, therefore, to indicate the typical vena- 
tion of an insect wing, except that the tracheae are not crowded together at 
the base of the wing as are the veins in the wings of adults. 
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Figure 410 represents the wing of an adult fly of the genus Rhyphus. 
This wing is comparatively generalized, but in several respects it departs 
from the primitive type; the radius has been reduced to a three-branched 
condition; the media is also reduced to a three-branched condition; only 
vestiges of the first and third anal veins remain; these are represented by 
dotted lines; and a part of the stem of media is atrophied. 

By studying a wing of Rhyphas and the accompanying figure (Fig. 410) 
the student can gain a good idea of the type of the wings of insects belonging 
to the order Diptera, and have a standard with which to compare wings of 
insects of other orders. 

Longitudinal veins and cross-veins. — The veins can be grouped under 
two heads: first, longitudinal veins, those that normally extend lengthwise 
the wing; and second, cross-veins, those that normally extend more or less 
nearly transversely. In Figure 410, three of the cross-veins are indicated 
by arrows, near the middle of the wing; two other cross- veins are repre- 
sented near the base of the wing. All other veins represented in this figure 
are longitudinal veins. 

The insertion of the word normally in the above definitions is important; 
for it is only in comparatively generalized wings that the direction of a vein 
can be depended upon for determining to which of these two classes it 
belongs. A little later the student will study wings in which the direction 
of some of the longitudinal veins has been so modified in the course of 
specialization that they extend transversely (t. e., cephalo-caudad), and 
some cross-veins extend in a longitudinal direction (i. e., proximo-distad). 

Simple veins and branched veins. — Veins are either simple or branched. 
The veins lettered Sc and 2d A in Figure 410 are simple veins ; between these 
there are three branched veins. 

In the case of branched veins the entire vein, including all of its branches 
is often referred to as a single vein. Thus the third vein in the wing 
Rhyphus, cotmting the thickened, cephalic margin of the wing as the first 
vein, is termed the radius or vein R; and by this expression we include both 
the main stem of the vein and its three divisions. On the other hand, each 
division of a branched vein is often termed a vein. Thus the first division 
of the radius, counting from the cephalic margin of the wing, is termed 
radius-one or Vein Ru and the second division, radius-two or vein i?2, and 
so on till all are numbered. 

Note. — In the most generalized flies known to us, the radius is five-branched. 
But in most flies some of the branches of this vein coalesce so that the number of apparent 
blanches is less than five. In Rhypus veins R2 and Rz coalesce so as to appear as a 
single vein. In order to indicate that this apparently simple vein is composed of two 
veins, and in order that homologous veins in different insects shall bear the same designation, 
this compound vein is termed radius-two-plus-three or vein R^ft. In the same way, 
what appears to be the third branch of the radius in Rhyphus is really the fourth and 
fifth a^esced, and is, therefore, designated as radius-four-plus-five or vein R^^-i. The 
tracing out of the homologies of the branches of veins is often very difficult; but it is of 
the greatest importance in determining the relationships of different genera or of families. 
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Names of the longitudinal wing-veins. — There have been many different 
sets of names applied to the veins of wings. Not only have the students of 
each order of insects had a peculiar terminology, but in many cases 
different writers on the same order have used different sets of terms. This 
condition of affairs was incident to the beginning of the science, the period 
before the correspondence of the veins in the different orders had been 
worked out. But now the time has come when it is practicable to apply a 
uniform terminology to the longitudinal wing-veins of all orders; and the 
following set of terms has been proposed for that ptirpose: 

Costa, — ^The vein extending along the cephalic or costal margin of the 
wing is the costa. 

Subcosta, — Immediately caudad of the costa and extending parallel with 
it, is a vein, which is usually simple in flies; this is the subcosta (Fig. 
410, Sc). 

Radius. — InMnediately caudad of the subcosta there is a vein which in 
generalized insects is always branched ; this is the radius. In Rhyphus, the 
radius is three-branched (Fig. 410, Ru i^a+s, and i?4+6.) 

The radial sector, — ^When the radius preserves its primitive mode of 
branching, it separates at its first fork into two unequal parts; the first of 
these is vein Ri ; the other gives rise to the remaining four branches of the 
radius (Fig. 408). This second part of the radius, including its branches, 
is termed the radial sector or vein R^. 

Media. — Traversing the middle of the wing there is a longitudinal vein 
which is always branched in generalized insects; this is the media. In 
Rhyphus the media is only three-branched (Fig. 410, Mi, M2, and Ms) and a 
part of its stem is atrophied. 

Cubitus. — ^The third and last of the branched veins in flies is the cubitus. 
This vein is two branched in Rhyphus (Fig. 410, Cui and Cu^), 

Anal veins. — Caudad of the cubitus there is in Rhyphus a single well- 
developed vein ; this is termed an anal vein. As in more generalized insects 
there are three anal veins, and as this is the second of the series, it is desig- 
nated the second anal vein (Fig. 410, 2d A). Vestiges of the first and third 
anal veins persist in Rhyphus; these are indicated in the figure by dotted 
lines. 

Designation of the longitudinal wing-veins by numbers. — Several writers have 
designated the longitudinal wing-veins by numbers. In Comstock's Manual for the 
Study 0} Insects both the names given above and nimibers are used. The following 
table indicates the correspondence of the names and numbers. 

Costa = vein I. Cubitus = vein VII. 

Subcosta = vein II. ist anal vein = vein VIII. 

Radius = vein III. 2d anal vein = vein IX. 

Media = vein V. 3d anal vein = vein X. 

It will be observed that in the above table the nimibers IV and VI are omitted. 
At the time the Manual for the Study of Insects was published, it was believed that 
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two other longitudinal veins (the so-called premedia and postmedia) were present in 
certain orders of insects, and the numbers IV and VI were applied to these veins. It 
has since been determined that this conclusion was based on an error. 

Certain writers number the wing veins without omitting the numbers IV and VI, 
designating the media as vein IV and the cubitus as vein V. 

There are still other writers who do not r^ard the costa as a true vein, and, there- 
fore, designate the subcosta as vein I. 

The result is that there are three distinct systems of niunbering the wing-veins, in 
addition to several old systems which were applied to single orders. It seems better, 
therefore, to designate the wing-veins by names, and use abbreviations of these names 
in lettering figures. 

Names of the cross-veins. — In the wings of certain insects, as the 
dragon-flies, the May-flies, and others, there are many cross-veins; it is 
impracticable in cases of this kind to name them. But in several of the 
orders of insects there are only a few cross-veins, and these have been 
named. Figure 411 represents the h5TX)thetical primitive tyi)e of wing- 




jdA 



2d A 



Fig. 411. — Hypothetical type of wing- venation with the named cross- 
veins added. 

venation with the named cross-veins added in the positions in which they 
normally occur; these are the following: 

The humeral cross-vein, — ^This extends from subcosta to costa near the 
humeral angle of the wing (Fig. 411, A). 

The radial cross^vein. — This extends between the two principal divisions 
of radius, i. e. from vein Ri to vein Rg (Fig. 41 1, r). 

The sectorial cross-vein. — This extends between the principal divisions of 
the radial sector, i. e. from vein R2+3 to vein R4+5 or from vein Rs to vein R4 
(Fig. 411, s). 

The radio-medial cross-vein, — This extends from radius to media, usually 
near the center of the wing, (Fig. 411, r-w). When in its typical position 
this cross-vein extends from vein R4+6 to vein Mi+2- 

The medial cross-vein, — This extends from vein M2 to vein M3 (Fig. 
411, m). This cross-vein divides cell M2 into cells ist M2 and 2d M2; see 
Figure 410, where the cells are lettered. 
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The medio-cubital cross-vein. — ^This extends from media to cubitus (Fig. 
411, m-ctt). 

the arculus. — In many insects there is what appears to be a cross-vein 
extending from the radius to the cubitus near the base of the wing. This 
has been termed the arculus by writers on the Odonata, and the use of this 
term has been extended to all orders in which there is a similar arrangement 
of the veins in this part of the wing. The arculus is designated by the 
abbreviation ar. Usually when the arculus is present the media appears to 
arise from it. The fact is, the arculus is compound, being composed of a 
section of the media and a cross-vein. The structure of this part can be 
clearly seen in the Odonata (Fig. 412). In Rhyphus (Fig. 410) the arculus 
appears as a simple cross-vein extending from the radius to the cubitus, and 
a part of the base of the media is atrophied. 



A'+^A 




Fig. 412. — The arculus of a dragon-fly. 

That part of the arculus which is a section of media is designated as the 
anterior arculus (Fig. 412, a a), and that part formed by a cross-vein, the 
posterior arculus (Fig. 412, p a). 

Designation of the cells of the wing. — ^The thin spaces of the wings 
which are boimded by the veins are called cells. In descriptions of wings it 
is often desirable to refer to one or more of the cells. It is necessary, there- 
fore, to have a terminology of the cells of the wing, as well as of the wing- 
veins. 

Having named the wing-veins, the simplest possible method of desig- 
nating the cells of the wing is to apply to each the abbreviation of the name 
of the vein that forms its cephalic (front) margin. It should be borne in 
mind, however, that by modifications of the typical arrangement of the 
wing-veins, a vein that normally forms the cephalic margin of a cell may 
bear a very different relation to it; and this must be taken into account if 
we are to apply the same term to homologous cells throughout the insect 
series. 

The cells of the wing fall naturally into two groups: first, those on the 
basal part of the wing; and second, those nearer the distal end of the wing. 
The former are bounded by the principal veins; the latter, by the branches 
of the forked veins; a corresponding distinction is made in designating the 
cells. Thus the cell l)ang behind the main stem of the radius and on the 
basal part of the wing is designated as cell R; while the cell lying behind 
radius-one is designated as cell Ri. 
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It should be remembered that the coalescence of two veins results in 
the obliteration of the cell that was between them. Thus when veins Ri 
and Rz coalesce, as in Rhyphus (Fig. 410), the cell lying behind Ri-\-i is cell 
R,, and not cell i?2+3, cell Rt having been obliterated. 

When one of these principal cells is divided into two or more parts by 
one or more cross-veins, the 

parts may be numbered, '^^ 

beginning with the proximal - ** 

one. Thus in Rhyphus (Fig. 
410) cell M2 is divided by the 
medial cross-vein into two 
parts, which are designated as 
cell isi Mi and cell 2d Mj, 
respectively. 

There are many cases 
where two or more adjacent 
cells have been united by the 
atrophy of the vein or veins 
separating them. A com- 
poimd cell thus formed is 
designated by a combination 
of the terms applied to the 
elements of the compoimd 
cell. When, for example, 
the stem of media is atro- 
phied, the cell resulting from 
the combination of cells R 
and M is designated as cell 
R-fM. 

The application of this 
system of naming cells of 
the wing is an easy matter 
in those orders where the wings have few veins; but in those orders where 
many secondary veins are developed it is more difficult of application. 
In the latter case we have to do with areas of the wing rather than with 
separate cells. Thus, for example, it will be seen later that in certain 
Neuroptera the area R2 is divided by several longitudinal veins, which are 
connected by many cross-veins, the area R2 (which is strictly homologotxs 
with cell R2) being composed of a large number of secondary cells. 

The corrugations of the wings. — The wings of comparatively few insects 
present a flat surface; in most cases we find that the membrane is thrown 
into a series of folds of corrugations. This corrugating of the wing in some 
cases adds greatly to its strength. This is well shown by the wings of 




2dA 

Fig. 413. — Wings of Bombyx mori. 
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dragon -flies; and in most orders, the costal margin of the wing is strength- 
ened by a fold between the costa and the radius, the subcostal fold. In other 
cases, the corrugations are the result of a folding of the wing when not in 
use; this is well shown in the anal area when this part is broadly expanded. 
It rarely happens that there is occasion to refer to individual members of 
either of these classes of folds, except, perhaps, to the one that has just been 
designated as the subcostal fold. 

The furrows of the wings. — There are found in the wings of many 
insects one or more suture-like grooves in the membrane of the wing; these 
are termed the furrows of the wing. The following furrows have received 
distinctive names. They occur chiefly in the fore wings. 

The anal furrow. — The anal furrow is usually either between the cubitus 
and the first anal vein or it is coincident with the first anal vein which it 
may supplant in forms in which the venation of the anal area is reduced. 
This is the case in the Lepidoptera and the Diptera, and is well-shown in the 

wings of Bonibyx mart (Fig. 413), in 
which a vestige of the first anal vein 
is preserved near the margin of the 
wing. 

The median furrow. — This is a 

longitudinal furrow which is usually 

between the radius and the media. 

^ It is well-marked in many of the 

Fig. 4i4.~Diagram of a wing showing Hemiptera, where it separates the 

margins and angles. u v r ..u • j r -li. 

embolitun from the remamder of the 

coinmi; and in the Hymenoptera its course is marked by a series of weak 
spots (bullae) in certain veins. 

The nodal furrow. — This is a transverse suture beginning at a point in 
the costal margin of the wing, corresponding to the nodus of the Odonata, 
and extending towards the inner margin of the wing. It crosses a varying 
number of veins in different orders of insects. 

The axillary furrow. — The axillary furrow is a suture-like line extending 
from the base of the wing to the inner margin; it ends at the axillary exci- 
sion (a notch near the base of the wing) when this is present. 

Margins of wings. — ^An insect's wing is more or less triangular in outline; 
it, therefore, presents three margins; the costal margin (Fig. 414, a-6); 
the outer margin (Fig. 414, b-c) ; and the inner margin (Fig. 414, c-d). 

Angles of wings. — The angle at the base of the costal margin (Fig. 
414, a) is the htmieral angle; that between the costal margin and the outer 
margin (Fig. 414, 6) is the apex of the wing; and the angle between the 
outer margin and the inner margin (Fig. 414, c) is the anal angle. 
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IDENTIFICATION OP THE WlNG-VElNS AND OF THE CELLS OP THE WINGS IN 

DIFTERA 

The Diptera constitute a highly specialized order of insec ts in which only- 
one pair of wings has been preserved as organs of flight, and in most cases 
the venation of the remaining pair of wings exhibits striking variations from 
the primitive type. But in some members of the order the venation of the 
wings is nearly typical; and, as varying degrees of departure from the 
typical form exist, by studying a carefully selected series of wings one can 
obtain a knowledge of the manner in which the more striking variations 
from the primitive type have been evolved. 

In the wings of Protoplasa fiichii, one of the most generalized members 
of the order Diptera, the variations from the typical form are comparatively 
slight (Fig. 415)- 

Note that while the costal trachea in the wings of nymphs and pupae 
extends parallel with the costal margin of the wing, but at some distance 
from it, as shown in Figure 409, in the wings of adults the costal vein coin- 
cides with the costal margin of the wing (Fig. 415, C). 

In Protoplasa fitchii the subcosta is forked and the radius is five- 
branched; these are two generalized features rarely found in the Diptera, 
usually the subcosta is not forked and the ntmiber of the branches of the 
radius is reduced. 

In all Diptera known to me except Protoplasa fitchii, media is only three- 
branched. In lettering his drawings, the student may omit any reference 
to vein M4, as is done in the figure of the wing of Rhyphtis above. 




2d A Cu^ 



Fig. 415. — A wing of Protoplasa fitchii. 

In most Diptera the first anal vein has atrophied ; but there is usually a 
vestige of it, which is a suture-like line parallel with vein Cu ; this is known 
as the anal furrow; it is represented in the figure of the wing of Rhyphiis 
by a dotted Hne. In Rhyphus there is also a vestige of the third anal vein, 
represented in the figure by a dotted line. 

Directions for the study of wings. — Make a drawing of the wing, based 
upon a careful study of it with a compound microscope, using a low power. 
The drawing should be first made with a pencil ; after it has been criticised 
by the teacher, the lines should be inked ; ink the lines representing media 
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with red ink. Make the drawings on a sufficiently large scale so that each 
vein can be represented distinctly, and on paper uniform in size with that 
used for the printed figures of wings used in this course. 

Letter each vein and cell of the wing, using black ink for the veins and 
red ink for the cells. 

Note the more important features of its venation, and especially the 
more important departures from the primitive type of the order as indicated 
by the generalized form first studied. In the Diptera the wing of Rhyphus 
(Fig. 410) may be used as a generalized type, although in certain respects 
other wings will be found to be more generalized. 

The following are some of the more important points to be noted: 
Whether the subcosta is simple or forked at the tip; the nimiber of the 
branches of the radius; in this connection determine which of the radial 
cells has been obliterated by the coalescence of branches of the radius (study 
Fig. 409); the position of the radio-medial cross-vein; the number of the 
branches of the media; the division or not of cell M2; the presence or 
absence of cell Ma; the courses of the branches of the cubitus; the extent 
of the anal furrow, which is a vestige of the first anal vein; and the extent 
and course of the second anal vein. 

Wing of atabanid. — ^A specimen of one of the horse-flies, Tabanus, will 
be given the student for examination. Observe the subcostal fold, and note 
that this corrugation stiffens the wing. 

Make a drawing of a motmted Tabanid wing, which will be fiuiiished 
on application to the instructor. Note that in the mounted wing the sub- 
costa is more or less concealed by the radius, although the two veins are 
distinct, as was seen in the unmounted specimen. Represent these two 
veins as slightly separated in your drawing. 

Note a case of coalescence of veins not exhibited by Rhyphus. 

In the description of this wing, state in what respect it is more general- 
ized than that of Rhyphus, and in what respect it is more specialized. 

Wing of an asilid. — ^A wing of a robber-fly of the genus Erax will be 
used as an example. 

There is a spur projecting from one of the branches of radius in this 
wing. This is a secondary development. Such spurs are not uncommon in 
the Diptera; there is one near the base of the radial sector in the wings of 
Protoplasafitchii, (Fig. 415). Not all spur-like veins are secondary develop- 
ments; in many cases a spur is a vestige of a vein that is partly atrophied. 

Wing of abombyliid. — The example used is a wing of Pantarbes, one of 
the bee-flies. 

Wing of a scenopinid. — The wing used is that of a common window-fly, 
Scenopinus, 

Wing of an empidid. — ^The wing used is that of Rhamphontyia, one of 
the dance-flies. 
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Wing of a muscid. — The wing used is that of the common house-fly, 
Musca domestica. 

Wings of dolichopodids. — The wings of two of the long-legged flies will 
be used. The first belongs to the gentis Psilopodius; the second to the 
genus Dolichopiis. 

Wmg of a syrphid. — The wings of a fly of the genus Eristalis will be 
tised. Note the vein-like structure between the radius and the media ; this 
is termed the spurious vein. 

Wing of Dixa. — The wing of a dixa-midge is used as an example of the 
venation of the midge-like flies. If a wing of Dixa is not available, use one 
of a mosquito. In the midge-like flies the number of the branches of the 
radial sector is reduced in a way different from that seen in the families 
previously studied. Compare with the asilid, the tombyliid, and the 
scenopinid. 

REVIEW OF WORK ON WINGS OP DIPTERA 

In the preceding studies of wings of Diptera illustrations have been seen 
of various ways in which these wings have been modified in the course of 
their evolution. It will clarify the subject if some of the more important 
of these methods of modification of the primitive type be studied separately. 

Reduction of the radial sector. — Note the following facts: — 

In Protoplasa fitchii (Fig. 415) the radial sector is not reduced, being 
four-branched as in the hypothetical typical form of this vein. 

In Tabanus the radial sector is only three-branched. This is the result 
of the coalescence of two of the branches of this vein. 

In Dixa also the radial sector is reduced to a three-branched condition 
by the coalescence of two of its branches; but in Dixa not the same 
branches coalesce as in Tabanus. 

These two genera represent two kinds of specialization, which indicates 
that they belong to different lines of descent. The common progenitor of 
these two genera had a four branched radial sector; in some of the descen- 
dants of this primitive form one method of reduction has taken place, while 
in other descendants another method has been followed. 

That this differentation took place comparatively early in the history 
of the order is shown by the fact that in all Nematocera that have a three- 
branched radial sector veins R2 and R3 remain distinct; while in those 
Brachycera that have a three-branched radial sector veins R4 and R5 are 
separate. The Nematocera and the Brachycera are the two chief divisions 
of the order. 

In both divisions of the order the reduction of the radial sector is carried 
farther in many cases. Thus in Rkyphus the radial sector is only two- 
branched (Fig. 410). 

Two methods of coalescence of veins. — There are two methods of 
coalescence of wing-veins. By one method the coalescence proceeds out- 
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wards, the point of separation of two veins moving nearer and nearer to the 
margin of the wing until it is reached and the two veins are completely 
united. The existence of this method of coalescence has been demon- 
started by studies of series of allied forms in which the successive stages are 
shown ; such series are easily f otmd in the Lepidoptera, and it was probably 
by this method that the ntmiber of the branches of radius was reduced in 
Rhyphus and the other Diptera studied in this course. 

By the other method the coalescence begins at the margin of the wing 
and procedes towards the base of the wing; two series illustrating this 
method of coalescence are indicated below. 

Coalescence of veins Cuj and 2d A. — Study your drawings of the follow- 
ing named wings : — 

In the wing of Kkyphus veins Cui and 2d A are widely separated at the 
tip. 

In the wing of Pantarbes veins Cu2 and 2d A are approximate at the 
margin of the wing but are still separate. 

In the wing of Erax these two veins coalesce for a short distance at the 
margin of the wing. 

In the wing of Scenopinus the coalescence of these two veins has 
progressed to a considerable distance. 

In the- wing of Rhamphomyia the coalescence of these two veins has 
progressed so far that vein Cuj extends towards the base of the wing. 

Coalescence of veins Ms and Cui. — Arrange your drawings of the wings 
of Tabanus, Erax, and Pantarbes in the order named and note the successive 
stages in the coalescence of veins Ms and Cui and in the obliteration of 
cell Ms. 

The uniting of cells. — ^Arrange your drawings of the wings of Musca 
domesiica, Psilopodius sipho, and Dolichopus coquilletti in the order named. 
Note that in Mtisca cells M and ist Mj are separated by the free part of 
vein Ms; in Psilopodins the free part of vein Ms is partly atrophied, only a 
short spur remaining ; and in Dolichopus the free part of vein Ms is entirely 
lost and consequently cells M and ist M2 are completely united. 



IDENTIFICATION OP THE WING-VEINS AND OF THE CELLS OP THE WINGS IN 

LEPIDOPTERA 

As the wings of Lepidoptera are covered with scales, it is difficult to 
. determine the nature of their venation without specially preparing them 
for this purpose. After a student has become familiar with the tjrpe of 
venation characteristic of the order, he can usually determine the course of 
any particular vein by putting a drop of chloroform on the part of the wing 
to be examined; this will render the veins more distinct for a few seconds. 
Or the scales can be removed from a small part of the wing with a small, 
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artist's, sable brush. But when a very careful study of the venation of a 
wing is to be made, it should be bleached and mounted on a card or on a 
glass slip, in order that it may be studied with a compound microscope. 
The following is the method of bleaching wings : — 

1 . Remove the wings carefully so as not to break the f renultmi if there 
be one;* it is well to remove the patagitmi first.f 

2. Dip the wings in alcohol in order to wet them. 

3. Immerse them for an instant in hydrochloric acid (muriatic add). 
Use for this purpose dilute acid, one part acid to nine parts water. 

4. Put them in Labaraque solution with the upper surface of the wings 
down, and leave them there till the color has been removed from the scales. 
If a wing bleaches slowly, the process can be hastened by dipping it in the 
dilute acid and retiiming it to the Labaraque solution from time to time. 
This solution can be procured of most druggists. It deteriorates if left 
exposed in strong sunlight. If it cannot be obtained, use an aqueous solu- 
tion of chloride of lime. 

5. When a wing is bleached, put it in alcohol and leave it there till 
after it floats. This is to wash off the Labaraque solution. The wing can 
then be motmted on a card. But it is better to mount it as described below. 

6. Transfer the wing to a clearing mixture, if it is to be mounted in 
balsam, and leave it there five or ten minutes. This is to remove any water 
there may be on it. A good clearing mixture can be made by mixing two 
parts by measure of carbolic acid crystals and three parts of rectified oil of 

' turpentine. 

7. Put the wing on a glass slip with considerable clearing mixture 
tuider it to avoid bubbles; put Canada balsam on top, and cover with a 
cover glass. In the case of small wings, it is best to transfer them from one 
solution to another, and to the glass slip by means of a camel's-hair brush. | 

Wings bleached and mounted in this way make an important addition to 
a collection. The slides shotild be carefully labelled; and the insect from 
which the wings were taken should be kept with the slide. It is our prac- 
tice to remove always the wings from the right side, and then to moimt 
the slide in the collection at the right of the insect from which the wings 
were taken. Uniformity in this respect adds greatly to the appearance of 
the collection. 

Wings of a hepialid. — ^Figure 416 represents the wings of a hepialid, 
Pielus labyrinthecus, one of the most generalized members of the order 
Lepidoptera. It is introduced here to show that there exists among living 
Lepidoptera forms in which the venation of the wings is not greatly changed 

*The frenulum is a strong spine or bunch of bristles borne by the hind wing at the 
humeral angle in most moths. 

fThe patagia are scale-like appendages at the base of the fore wings. 

jln the case of very small wings, as those of Tineids, the very fine veins are more 
distinct when mounted in glycerine-jeUy than when mounted in Canada balsam. 
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from that of the hypothetical primitive type. The most striking modifica- 
tion of the primitive ty^ is the fact that in both fore and hind wings there 
are only three separate branches of media. Vein M4 coalesces either with 
vein M3 or with vein Cui. As there is doubt regarding the fate of vein M4 
the student in lettering his drawings of lepidopterous wings may omit any 
reference to this vein. 

Wings of Prionoxystus. — Make a drawing of each wing. 

Note that the fore and hind wings differ greatly in venation. This is 




Fig. 416. — Wings of Pielus labyrinthecus. 



true of the wings of all Lepidoptera except one small family, the Hepialidae, 
of which Peiltis labyrinthecus, the wings of which are represented in Figxire 
416, is a member. 

Letter the veins of the fore wing. Note the anastomosis of veins Ri 
and R4-f8. 

In the hind wing veins Sc and Ri coalesce in the outer half of the wing 
and the radial sector is not branched; these facts have been determined by 
studies of the tracheation of pupal wings. With this information before 
you, letter the veins of the hind wing. 
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Wings of the Monarch Butterfly, Anosia plexippus. — Make a drawing 
of each wing. 

Study the fore wing first. Figure 41 7 is a reproduction of a photograph 
of a fore wing of a pupa of this species. In this figure the developing wing- 
veins appear as pale bands and the tracheae as dark hnes. A study of the 
tracheation of this wing will aid in the determination of the wing-veins. In 
one respect the branching of the radial trachea differs markedly from that of 
the hypothetical type ; this feature is distinctively characteristic of the fore 
wings of butterflies, it does not exist in moths. 

Determine the significance of the three short spurs that project into the 
distal end of the large cell near the middle of the fore wing, the discal cell. 

Letter the veins of the hind wing, and the spurs that project into the 
discal cell. 

Note the vestige of the first anal vein at the base of cubitus. 




Fig. 417. — ^Wing of a pupa of the Monarch butterfly. 

The reduction of media. — In a few of the more generalized families of 
the Lepdioptera the main stem of media is preserved; this condition exists 
in the wings Prionoxystus, already figured. But in most Lepidoptera the 
base of media is wanting in the wings of adults, although the medial trachea 
may be well-preserved in the pupae ; this condition exists in the wings of the 
monarch butterfly already studied. 

Correlated with the loss of the stem of media its branches become more 
or less closely united with radius and cubitus. In the fore wing of the 
Monarch Butterfly the base of vein M3 has moved towards vein Cui and 
away from its former position indicated by a spur projecting into the discal 
cell. 

WINGS OF NEUROPTERA 

In the orders Diptera and Lepidoptera the more generalized members of 
each order possess the maximtmi ntmiber of wing-veins found in the order. 
It is those wings in which the maximtim number of wing-veins exist that 
most closely resemble the hypothetical primitive type of wing-venation; 
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the variations from this type are the result of either the coalescence of veios 
or the atrophy of veins or of both of these processes. This fact is expressed 
by the statement that in these orders the wings are specialized by reduction. 

In certain other orders of insects, of which the Neuroptera is one, the 
wings that most closely resemble the hypothetical primitive type are those 
that have few wing-veins compared with the wings of other members of the 
order. In these orders the wings are specialized by addition. 

In those wings where the specialization has been by addition there are 
usually many cross-veins; these, as a rule, are inconstant in number and 
position, consequently, except in the case of a few of the more important 








Fig. 418. — Wings of PolysUBchotes punctatus. 

ones, which are not discussed in this brief introductory course, no effort is 
made to name them. 

Accessory veins. — ^The added longitudinal veins are of two types, each 
characteristic of different orders of insects. In the order Neuroptera, the 
added longitudinal veins are of the type that has been designated as 
accessory veins; they are veins that have been developed as branches of the 
primitive longitudinal veins. 

The wings of Polystcdchotes punctatus (Fig. 418) can be taken as an illus- 
tration of wings that have been specialized by addition. In these wings 
there are few cross-veins compared with what is usually the case in highly 
specialized neuropterous wings; but these wings illustrate weU a high 
development of accessory veins. 
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Study Figure 418 carefully and letter with a pencil veins Sc, Ri, and the 
stem of R«. Submit the lettering to the Instructor for criticism and make 
changes if necessary. 

There are two types of accessory veins, which are designated as the 
marginal and the definitive respectively. 




J^A 3d A ' Cut CUia 

Fig. 419. — ^Wing of a pupa of CorydcUus. 

The marginal accessory veins are twig-like branches, that are the result 
of bifurcations of veins that have not extended far back from the margin of 
the wing. Many such short branches of veins exist in the wings of Poly- 
stachotes punctatus. The number and ix)sition of marginal acce^^ry veins 
are not at all constant ; they differ in the wings of the two sides of the same 
individtial. 

The definitive accessory veins differ from the marginal accessory veins in 
having attained a position that is comparable in stability to that of the 
primitive branches of the principal- veins; for this reason it is practicable 




Fig. 420. — ^Wing of a nymph of a cockroach. 

to designate them individually. In Figure 418 one of the definitive acces- 
sory veins is designated as R2a. 

Accessory veins are added to the principal veins in two ways: first, in 
some insects they are added distally by successive splittings of the tip of a 
principal vein, thus forming a regular series; and second, the number of 
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accessory veins may be increased in an irregular manner by interpolation, 
i, e, by the splitting of various members of a series of accessory veins. 

Illtistrations of the adding of accessory veins distally are to be seen in 
Corydalus and allied genera. The presence of fine twigs at the tip of 
trachea R2 in the pupal wing of Corydalus (Fig. 419) indicates the method of 

increase, which is doubtless 

y _. ^ ^ — ^ as follows: the branches 

have been added one after 
another to the tip of tra- 
chea Rj, there being a 
migration of the base of 
each accessory trachea 
towards the base of the 
wing, thus making room 
for the addition of new 
branches. In this case 
the first accessory vein is 
the proximal one. It is 
the oldest accessory branch 
of the radial sector that is 
lettered Ri^ in Figure 418. 
The successive branches 
are Rjb, Rtci R«d. etc. 

In the wing of a nymph 
of a cockroach represented 
by Figiu^ 420 there are 
many accessory trachese 
branching from the front 
side of the radial trachea. 
From the presence of the 
fine twigs near the apex of 
the wing, it is evident that 
accessory tracheae are being 
added distally. It is also 
evident that the ntunber 
of accessory tracheae is 
being increased by the splitting of some of these accessory tracheae, i. e. by 
ainterpoltion. In cases of this kind it is impracticable to designate the 
accessory veins individually. 

The pectinate type of radial sector. — ^The order Neuroptera differs from 
all other orders of living insects in the fact that except in a few cases the 
radial sector has been so modified that it is of the form known as pectinate 
or comb-like; that is, it consists of a supporting stem upon which are 




Fig. 421. — Diagrams of several types of radius. 
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borne a greater or less number of parallel branches. This type of radial 
sector is well-illustrated in the wings of PolysUBchotes punctaius (Pig. 418). 

The transformation of a typical dichotomously branched radial sector 
into one that is pectinately branched is usually produced by a splitting 
apart of veins R4 and R« so that they arise separately from the supporting 
stem of the pectinate veins thus formed. 

In the accompanying series of diagrams (Pig. 421), the fiai^t diagram 
represents the manner of branching of the typical radius in which the radial 
sector is dichotomously branched. The second diagram represents a raxiitis 
in which the radial sector has become pectinate by the splitting apart of 
veins R4 and R§, so that they arise separately from the supporting stem of 
the pectinate vein thus formed. The third diagram represents a radial 
sector in which vein Ri bears two accessory veins labeled Ra^ and Rjb- 

The wings of Sisyra. — ^A figure of the wings of Sisyra flamicornis will be 
furnished the student for study. Label the veins of both fore and hind 
wings excepting the cross-veins and the marginal accessory veins. The 
radial sector in these wings is an example of the simplest type of a pectinate 
radial sector. 

A wing of Chauliodes. — ^A figure of a fore wing of a pupa of Chatdiodes 
will be furnished the student for study. Label the tracheae. Note that the 
forming cross-veins are not preceded by tracheae. 

In what important respect does the radial sector of this insect differ 
from that of Sisyra. 

A wing of Corydalus. — A figure of a front wing of CorydcUus corntUus will 
be furnished the student for study. Label the veins. 

Compare the radial sector in the wings of Sisyra, Chatdiodes, Corydalm, 
and PolysUBchoies, 

WINGS OF EPHEMERIDA 

Pigure 422 represents the venation of a fore wing of a May-fly; this 
figure is introduced here merely to facilitate the discussion of two features 
of the wings of the Ephemerida; we will not enter upon the study of the 
homologies of the wing- veins of members of this order in this course. 

Ccmcave and convex veins. — Examine the wings of a May-fly and note 
that the wings are fan-like in form, due to a very regular series of corruga- 
tions. Each wing-vein follows either the crest of a ridge or the bottom of a 
furrow. A vein that follows the crest of a ridge is termed a convex vein, 
and one that extends along the bottom of a fiirrow, a concave vein. In 
Pigtire 422 the convex veins are marked with a plus sign and the concave 
veins with a minus sign. 

Intercalary veins. — In the order Ephemerida the wings have been 
specialized by addition ; but in this order the added longitudinal veins arise 
in a way that is very different from the manner in which the accessory veins 
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of the Neuroptera are developed. In the Ephemerida the added longitudinal 
veins are developed in each case as a thickened line more or less nearly 
midway between two preexisting veins; for this reason they are termed 
intercalary veins. 




Fig. 422. — A fore wing of a May-fly. The convex veins are marked 
+ ; the concave veins — . 

When it is desirable to refer to a partictilar intercalary vein it is done 
by combining the initial I, indicating intercalary, with the designation of 
the area of the wing in which the intercalary vein occurs. For example, 
in the wings of most May-flies in which the venation is not reduced, there 
is an intercalary vein between veins Cui and Cu2, i. e. in the area Cui. This 
intercalary vein is designated as ICui. This and other intercalary veins 
are represented in Figure 422. 



IDENTIFICATION OF THE WING-VEINS AND OF THE CELLS OF THE WINGS IN 

HYMENOPTERA 

The detennination of the homologies of the wing-veins of Hjrmenoptera 
is very difficult, as even in the most generalized of the living members of the 
order the venation of the wings departs widely from the primitive type. 

In the Hymenoptera, as in the Diptera and in the Lepidoptera, the 
specialization of the wings is by a reduction in the nxmiber of the wing- 
veins, the more generalized forms possessing the maximxmi number of wing- 
veins found in the order. In the more generalized families the reduction of 
the wing-venation is slight; in the more specialized families, it is extreme. 

The most characteristic method of modification of the wings of Hymen- 
optera is by the coalescence of veins from the margin of the wing towards the 
base of the wing. This results frequently in a branch of a longitudinal 
vein becoming transverse, so that it appears like a cross-vein; and in some 
cases, where the coalescence has been carried still farther, a branch of a 
longitudinal vein has been so diverted from its primitive course that it 
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extends towards the base of the wing. Both of these conditions has been 
reached in the most generalized of living Hymenoptera. 

The existence of this method of specialization in the Hymenoptera and 
the extent to which it has been carried in this order were fia-st recognized 
after an xmderstanding of the methods of modification of the wings of the 
Diptera had been attained. Fortunately among the Diptera there are to 
be foimd examples of all degrees of this method of coalescence of veins; 
reference to some of these will be made later. 

In the Hymenoptera, the hind wings are extremely modified, even in the 




Fig. 423. — Wings of Pampkilius. The veins are lettered. 

most generalized members of the order; on this account only fore wings of 
Hjrmenoptera will be studied in this introductory course. 

Among the more generalized wings of Hymenoptera are those of the 
genera Pamphiltus and Macroxyela, two genera of saw-flies. In each of 
these genera there is preserved in the fore wings all of the primitive wing- 
veins with a single exception; and as in each it is a different vein that has 
been lost from th^it which is lacking in the other, by studying wings of the 
two genera all of the wing-veins can be observed. 

Figure 423 represents the wings of Pamphiltus; in this figure the veins 
are lettered. Figure 424 represents -the wings of a Macroxyela; in this 
figure the cells are lettered. In Pamphiliiis vein R2 of the fore wings is 
lacking, but this vein is present in Macroxyela; on the other hand, in 
Macroxyela vein Cu2 of the fore wings is lacking, but this vein is present in 
Pamphiltus. 
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From a study of the fore wings of these two genera a diagram of a 
typical hymenopterous wing can be made. Figtires 425 and 426 represent 
such a diagram ; in the former the wing-veins are lettered, and in the latter, 
the cells of the wing. This diagram represents" the venation of the fore 
wing of Pamphilius, except that vein Rj, which is lacking in this genus, 
is added. 

The cell lettered S in Figure 426 is the pterostigma or stigma; it is cdl 
Scj, but is designated as the stigma, on account of its usually being opaque 
in many genera of this order. 

In the wings of these sawflies the anal furrow and the median furrow are 




Fig. 424, — ^Wings of Macroxyela, The cells are lettered. 

both well-marked; the anal furrow is immediately in front of the first anal 
vein, and the median furrow is in front of the media. The furrows are 
represented by dotted lines in the figures. 

In the anal area (i. e., that portion of the wing back of the anal furrow) 
the three typical veins are preserved; but they coalesce to a considerable 
extent, both at the base and near the margin of the wing. 

In the basal part of the pre-anal area (i. e., that portion of the wing in 
front of the anal furrow) the stems of the principal veins are as follows : the 
costa coincides with the costal margin of the wing (t'ig. 425, C); the sub- 
costa (Sc) is well preserved and is forked; back of the subcosta is a strong 
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stem formed by the coalescence of the other three veins; the cubitus (Cu) 
soon separates from the stem, extending in a curve towards the anal 
furrow; while the radius and the media coalesce for about half their 
length. In order to make these veins more distinct in the figiu^ the free 
portion of the media is marked with cross lines. 

When we pass from the consideration of the main stems to a study of the 
branches, we meet a much nlore complicated problem, a problem which 




Fig. 425. — ^The veins of a typical hjrmenopterous- wing; a fore 
wing of Pamphilius with vein Rj added. 

could not have been solved by a study of Hymenoptera alone. But a 
knowledge of the methods of specialization of the wings of Diptera gives a 
key to an xmderstanding of the wings of Hymenoptera. 

We will study first the branches of the cubittis. Spread out before you 
your drawings of the wings of the following insects, and arrange them in the 




Fig. 426. — The cells of a typical hymenopterous wing; a fore wing 
of Pamphilius with vein Rj added. 

order named: a Bombyliid, a Scenopinid, and an Empidid. Now study 
the figure of a wing of Rhyphus (Fig. 410) and note that while in Rhyphtis 
veins Cu2 and 2d A retain their primitive position, in the three wings named 
above these two veins exhibit var3ring degrees of coalescence. 

A similar method of specialization has taken place in the Hymenoptera, 
but in this order both branches of the cubitus coalesce with the first anal 
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vein; and this coalescence has proceeded so far that both branches cross 
the anal furrow and end in the anal vein remote from the nM.rgin of the 
wing. (See Fig. 425). 

It should be noted that vein Cu2 is rarely preserved in this order, even 
in the more generalized forms. In Macroxyela (Fig. 424) the position of 
the fork of the cubitus is indicated by a bend in this vein. 

If the branches of the media be now examined, it will be seen that vein 
Ml (Fig. 425) extends longitudinally near the centre of the distal part of the 
wing, its primitive course being modified slightly if at all. Vein Ms follows 
a coiirse similar to the course of this vein in the Bombyliid; so also does the 
medial cross-vein (Fig. 425, m). A comparison of the position of cells Mi, 
ist Mj, and 2d M2 in the Bombyliid and in the typical hymenopterous wing 
(Fig. 426) is very instructive. 

Returning to Pamphilitis (Fig. 425), we see that vein Mj coalesces with 
the first anal vein, crossing the anal furrow near the margin of the wing. It 
is evident that the forces that are causing the branches of the cubitus to 
migrate along the first anal vein and towards the base of the wing are 
exerting a similar influence on .this vein. It is also evident that vein M4 
and Cui coalesce at the tip, and that the migration of the xmited tips of these 
veins (marked Cui in the figure) towards the base of the wing has so modi- 
fied the course of that part of vein M4 which is still free that this part of 
this vein extends towards the base of the wing. This change is very similar 
to the change in the course of vein Cuj in the Empidid. 

A curious result of this change in the direction of the course of vein M4 
is that the cell M4 has been closed and pressed back to the centre of the 
wing (Fig. 426, M4), and now lies in front of the free portion of the vein M4 
instead of behind it. 

Let us now consider the courses of the branches of the radius. Here 
again we can gain help from a study of dipterous wings. Observe in the 
Bombyliid (Pantarbes) the coalescence of the tips of veins Re and Mi. In 
the H3mienoptera a similar coalescence of veins R* and Mi has occurred; 
but it has proceeded much farther, so that the free portion of vein R5 in 
Pamphilius (Fig. 425, R*) is remote from the end of the wing and has the 
appearance of a cross-vein. 

In the Hymenoptera vein Re has been followed in its migration along 
vein Ml by vein R4, which has now reached a stage in Pamphilius that is 
quite similar to that reached by vein Re in Pantarbes. But like vein R5 it 
has the appearance of a cross-vein. 

From this it will be seen that the vein marked Mi in Figure 425 is really 
compound, as it includes the tips of veins R5 and R4. 

In Pamphilius vein Ri is curved away from the costal margin of the 
wing to make room for a stigma (Fig. 426, S), and vein R3 ends in the costal 
margin a short distance before the apex of the wing (Fig. 425). Vein R2 
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has been lost in this genus, but is well-preserved in Macroxyela and is, there- 
fore, represented in the figure. 

While the tips of the branches of the radial sector have migrated away 
from the apex of the wing, the bases of these branches coalesce in the oppo- 
site direction; from these two catises results the transverse bracing of the 
radial area of the wing, which is a very characteristic feature of the vena- 
tion of the wings in this order. 

The details of these changes will be made clear by an examination of 
Figures 427a and 427b. 

The- former represents the ^ ^» 

primitive mode of branch- 
ing of the radius; the 
latter, the radial area of the 
typical hymenopterous wing 
(Fig. 425). In the hymen- 
opterous type veins R2+8 
and R4+5 of the primitive 
type coalesce so far that 
the branches of the sector 
arise from a common stem; 
and the tips of all of them 
have moved away from the 
apex of the wing, veins Rj 
and Ra following the costal margin of the wing; and veins R4 and R5 fol- 
lowing vein Ml. 

In the H3mienoptera the radial cross-vein is frequently preserved; it is 
marked r in figure 425. 

In descriptions of wings of Diptera and of Lepidoptera, in those cases 
where compound veins are formed by the coalescence of adjacent veins, 
the compoxmd vein is designated by a term that indicates its composition. 
Thus in Rhyphus (Fig. 410), the vein formed by the coalescence of veins R2 
and Ra is designated as vein R2+3; and in the wing of Eulonchus (see yotir 
drawing of this wing) the united tips of veins Cui and Ma is designated as 
vein Cui -f Ms. 

When it is desired to indicate the composition of a compound vein it 
can be readily done by the application of this system. But in descriptions 
of hymenopterous wings, where a compound vein may be formed by the 
coalescence of several veins the logical carrying out of this plan would result 
in a very ctimbersome terminology, one that it is impracticable to use in 
ordinary descriptive work. In such cases the compound vein is designated 
by the term indicating its most obvious element. Thus, for example, in 
the fore wing of Pamphilius, where veins M4, Cui and Cu2 coalesce with 
the fiai^t anal vein, the united tips of these veins is designated as vein ist A, 



Fig. 427.- 



-Diagrams of the radius: 
6, hymenopterous. 



a, typical; 
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the first anal vein being its most obvious element (Fig. 425), although it is 
really vein M4 + Cui -f Cui + ist A. ' 

The more important methods by which the primitive type of wing- 
venation has been modified in the Hymenoptera are the following : 

(a) A reduction in the number of the wing-veins by the atrophy of one 
or more veins. The loss of vein Rj in the fore wing of Pamphilius (Pig. 
423) and of vein Cuj in the fore wing of Macroxyela (Fig. 424) are illustra- 
tions of this. 

(6) A reduction in the number of the wing-veins by the coalescence of 
adjacent veins in one or more areas of the wing. Examples of this will be 
indicated later. Such a reduction has nearly occurred in the fore wing of 
Pamphilius where the fia-st and second anal veins coalesce for the greater 
part of their length, 

(c) A change in the course of a vein by the coalescence of its base with 
an adjacent vein. The course of media in the fore wing of Pamphilius 
(Fig. 423) has been modified somewhat by its coalescence with radius; this 
modification has been carried much farther in some forms to be studied 
later. 

(d) A change in the course of a vein by the coalescence of its tip with 
an adjacent vein. The changes in the direction of the branches of radius, 
media, and cubitus described above illustrate this. 

(e) The formation of serial veins. Bicamples of this wiU be presented 
later. 

The student who has followed this discussion and has xmderstood it will 
be prepared to make original investigations of the venation of the wings of 
Hymenoptera. But no student should take up the work indicated below 
before everything in this discussion is clear to him. 

Study the fore wings of the insects named below. It is not best to 
attempt to determine the homologies of the veins of the hind wings at first, 
owing to the great reduction of wing-veins that has taken place in these 
wings. The directions for the study of wings given on page 395 will apply 
here except that Figures 425 and 426 instead of Figure 410 will be used for 
comparison. 

Examples of comparatively generalized hymenopterous wings. — ^The 
fore wing of a saw-fly and the fore wing of a siricid will be used as examples 
of comparatively generalized hymenopterous wings. In neither of these 
wings is the venation as generalized as in Pamphilius or in Macroxyela, 

A fore wing of Pteronidea ribesii, — ^A fore wing of the currant saw-fly, 
Pteronidea ribesii, is selected for the study of an actual hymenopterous 
wing; a moimted wing will be furnished for study; printed figures of other 
wings to be studied will be issued as needed. 

Make a drawing of the wing. 
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Note the total atrophy of certain veins and the partial atrophy of others. 
Where veins have become very weak but are still visible this fact can be 
indicated by the tise of dotted lines. 

Determine the homologies of the veins and of the cells of the wing by an 
application of the knowledge gained by the study of the typical h5anenop- 
terous wing. 

A fore wing of a siricid. — A printed figure of a fore wing of a hom-tail 
of the genus Strex wiU be furnished for study. 

Note that near the apex of the wing there is a short, compound vein 
formed by the coalescence of the tips of two veins, one of which extends 
back from the costal margin of the wing. The space between this com- 
potmd vein and the costal margin of the wing is termed the appendiculaie 
cell. It may be lettered ap in your figure. 

Letter each of the veins indicated by arrows in your figure and the tips 
of the anal veins. 

Letter the cells of the wing. 

An example of a change in the course of a vein by the coalescence of its 
base with an adjacent vein. — Note the course of media in the fore wing of 
Sirex. The coalescence of the base of this vein with radius has been carried 
so far that now media follows a Z-shaped course. 

Examples of the specialization of wings by the atrophy of veins. — ^Even 
in the most generalized hjrmenopterous wings known one or two of the 
wing-veins have been lost. We will now study wings in which the atrophy 
of veins has proceeded farther than in those already studied. 

A fore wing of Janus abbrevicUus. — ^Letter the veins in your figure of the 
fore wing of this species. 

A fore wing of Odontaulacus edittis. — In this wing the anal furrow and the 
axillary furrows are distinct, the position of each of these furrows is indi- 
cated by a dotted line. 

Compare your figure of this wing with that of Janus abbreviatus and 
indicate by penciled, dotted lines the probable former position of each of 
the veins that are wanting. 

What is the probable composition of the single vein that is preserved in 
the anal area? 

Letter this anal vein with the term indicating its most obvious element. 

The switching of the base of the radial sector. — Compare the figures of 
the wings of Janus and Odontaulacus with that of the typical hymenop- 
terous wing and describe the change that has taken place in the support of 
the base of the radial sector of Odontaulacus. 

This change is known as the switching of the base of the radial sector; 
it has taken place in all of the Clistogastra, the more specialized of the two 
suborders of the Hymenoptera. 

The formation of serial veins. — In the wings of many Hymenoptera 
there exist what appear to be simple veins that are really compound veins 
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composed of two or more veins or sections of veins joined end to end with 
no indication of the point of union; such veins are termed serial veins. 
There are two serial veins in the fore wing of Odontaulacus editus; one of 
these consists of a part of the radial sector and the radial cross-vein; the 
other, of another part of the radial sector and the radio-medial cross-vein. 
The former is designated as vein f & /?» ; the latter as vein r-w & /?,. The 
sign & is tised in these designations instead of +, as the latter is used to 
indicate compound veins formed by the coalescence of veins side by side. 

Complete the lettering of the veins in the figure of the wing of Odontau- 
lacus editus. 

The reducticm in the number of the wing-veins by the coalescence of 
adjacent veins. — ^This method of specialization by reduction is well-shown 
in many Hymenoptera of which the following is an example. 

The fore wing of an Ichneumon-fly. — A figure of a fore wing of an Ichneu- 
mon-fly, Exetastes fascipennis, wiU be provided for study. Compare your 
figures of the wings of Sirex, Odontaulacus and an Ichneumon-fly and deter- 
mine the composition of that part of the thickened costal margin of the wing 
of an Ichneumon-fly that extends from the base of the wing to the stigma; 
letter this vein. 

Additional examples of specialization by reducticm. — Continue the study 
of the fore wing of an Idmetmion-fly. 

The Ichneumon-flies belong to a series of families, the parasitic Hjmien- 
optera, in which vein Re is usually lost. In Odontaulacus editus, which also 
belongs to this series of families, there is a small vestige of this vein retained; 
but in the Ichneumon-flies it is lost completely. With this information in 
mind proceed to letter the veins in the figure of a fore wing of an Ichneumon- 
fly. ' 

A wing of a braconid. — ^A figure of a fore wing of a braconid, Rhogas 
parasiticus, will be provided for study. 

Letter the veins in this wing. 

Compare the figures of a wing of an Ichnetimon-fly and a wing of a 
braconid and state in what features each wing is more generalized than 
the other. 

THE TRACHEATION OP THE WINGS OF NYMPHS AND OP PUPiB 

It has been fotmd that, in the course of the development of the wings of 
the more generalized insects, the tracheae which traverse the principal 
veins are developed before the veins appear, and that later the veins are 
developed about these tracheae. It is evident, therefore, that much light 
can be thrown upon questions regarding the homologies of wing-veins by 
studies of the tracheae which precede them; and the following suggestions 
are given to aid students who wish to make such studies. 

If a living pupa or nymph be placed in formol (4%) the tissues of the 
wings will be rendered translucent in a short time. In the case of very 
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delicate insects only a few hours are required for this, but with larger ones 
with more opaque wings it is necessary to leave them in the formol for 
several days, or even for several weeks. While the formol renders the 
tissues translucent, it does not soon penetrate the tracheae, which are, 
therefore, left filled with air, and appear as dark lines when the wing is 
examined with transmitted light. Just after molting some wings are 
translucent, but there are few so clear that a short stay in formol will not 
make them clearer. 

In order to study wings prepared in this way, they are removed from 
the body and mounted in glycerine- jelly , care being taken to cool the mount 
quickly so that the jelly will not penetrate the tracheae. In this way most 
beautiful objects can be prepared, which will show the minutest ramifica- 
tions of the tracheae. 

Not only can the tracheae that precede the wing veins be studied in this 
manner, but, if the wings be taken at the right stage, the forming veins will 
ax)pear as pale bands when viewed by transmitted light. This is due to the 
fact that at this time the veins are merely cavities, filled with lymph, and 
are more translucent than the spaces between them, which are occupied 
by tissue. 

Unforttmately, however, this distinction is only temporary in most 
specimens. As a rule, the entire wing becomes transparent in a few hours 
after it is mounted in the glycerine-jelly. It is necessary, therefore, to make 
drawings or photo-micrographs promptly, in order to keep a record of the 
courses of the veins. 

On the other hand, the tracheae, as a rule, stand out more sharply 
twenty-four hours after motmting, because of the clearing effect of the 
glycerine-jelly upon the tissue of the wing. But the making of drawings 
or photo-micrographs of the tracheae should not be delayed long; for the 
tracheae soon become filled with the jelly, and are then practically invisible. 

The preparation of specimens. — Collect living nymphs or pupae, place 
them in formol (4%), and leave them for a time, as indicated above. The 
formol will make the wings of the insects more translucent; but it will not 
remove dark colors from chitin. It is well, therefore, to select, at first, the 
paler species for study. 

When ready to mount a wing, spread a drop of melted glycerine-jelly 
on a slide and allow it to cool. 

Dissect off the wing to be studied, taking with it just enough of the 
thorax to include the basal attachments of the tracheae. The dissection 
may be made under water; but the wing should be removed from the water 
promptly, so that the tracheae may not become filled with water. 

Place the wing upon the solidified glycerine- jelly on the slide; and lower 
upon it a heated cover-glass, which will cause the jelly to melt enough to 
envelop the wing. 
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Cool the mount quickly on ice, a marble slab, or some other cold object. 
Rapid cooling is imperative, for in melted glycerine-jelly the tracheae soon 
become filled, and the smaller ones are then invisible. 

It is imperative, also, that the wings be handled with care. Being sac- 
like structures, the ^tracheae are almost free within them, and a slight pinch 
with forceps in the middle of the wing may throw all of its tracheae out of 
place. It is better to lift the wing by its thoracic attachments or upon a 
section lifter. 

Not every nymphal wing is fitted for this study. Just before molting, 
and especially jtist before the last molting, the wing becomes so crumpled 
within its old sheath that the course of its tracheae can be followed only with 
diflBculty. 

The method of study. — So far as is practicable, the studies of the 
tracheation of the wings of nymphs and of pupae will be original investiga- 
tions. For this reason, no particular species is suggested for study. The 
student will select the most available material, and will endeavor to make 
an addition to our knowledge of this subject. 

Among the more available subjects for the beginner in this line of work, 
are the pupae of moths and the nymphs of Orthoptera. The former illus- 
trate specialization by reduction; the latter specialization by addition. 
During the winter, when it is difficult to collect Orthoptera, the nymphs of 
stone-flies (Plecoptera) may be tised instead. These can be found tmder 
stones in the beds of streams. 

In many insects the costal trachea is wanting or is but slightly devel- 
oped. It does not follow, therefore, that the trachea nearest the costal 
margin of the wing is the costal trachea. In most cases, the radial trachea 
can be identified easily, and it will serve as a starting point for the determi- 
nation of the homologies of the other principal tracheae. 

In most orders of insects the longitudinal veins can be distinguished 
from the cross-veins by the fact that the cross-veins are not preceded by 
tracheae. 

In some of the many-veined insects, as Odonata, the cross-veins, as well 
as the longitudinal veins, are preceded by tracheae; there being, in these 
insects, a great multiplication of tracheae. 

On the other hand, in the Trichoptera, Diptera, and most Hymenoptera, 
a great reduction of the tracheal sjrstem has taken place. It is not well, 
therefore, for the student to begin his studies of this subject with members 
of either of these orders. 

In those orders where a specialization of wing-veins by addition has 
taken place, the accessory longitudinal veins are preceded by tracheae. 

Finally, it should be remembered that it is not safe to base conclusions 
upon the study of a single insect; a large series, representing as many 
genera and families as is practicable, should be investigated. 
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Acanthadisis, 205 

Acanthiid^e, 292 

AcarUkinevania princips^ 379 

Accessory cells, 342 

Accessory vein of Enderlein, 248 

Accessory veins, 71, 99, 146, 402 

Acridid nymph, 17, 128 

Acroneuria, 243 

Acrosckismus kubbardi, 301 

Actios luna^ 33 

Aculeate, 324 

Aculei, 323 

Acutalis, 278 

Adolph, G. Ernst, 4 

Adoneta, 338 

Adventitious veins, 76 

Aelothrip's nasiurtii, 267 

Aenigmatodes danielsi, 77 

AgaUia 4-puncUUa, 281, 282 

Albarda, H., 173 

Albardia furcata, 207 

Aleurodes, 289 

Aleurodids, 289 

AleuropUryx, 213 

Alula, 55 

ambient vein, 81 

AmhlychUa^ 299 

Anal area, 58, 144 

Anal crossing, 237 

Anal furrow, 58, 131, 340. 394 

Anal loop, 239 

Anal triangle, 239 

Anal vein, the, 67 

Anal veins, 237, 390 

Anastomosis of veins, 76, 342 

Anax Junius, 13, 43, 44. 47. H^, 234 

Androconia, 322, 323 

Angles of wings, 54, 394 

Amsoptera, 24 

A nisota virginiensis, 33 1 

Annandalia, 179 

Anosia plexippus, 337, 342, 344, 401 

Antenodal cross-veins, 235 

Anterior arculus, 392 

Anterior notal wing process, 55 

Anterior tuberosity, 57 

Anther (ML pernyi, 18 

AnthercML roylei, 33 

Anthony, Needham and, 47 

Aphid, wings of an, 269 

Aphididae, 285, 291 

Aphis, 286 

Apis mrUifica, 23, 40, 362, 369, 375, 377 

Aphrophora salicis, 28 

Apochrysa crasus, 210, 211 

Apochrysa matsumura, 211 

Apochrysidae, 210 

Appendiculate cell, 81 



Archasia ISelfrageif 279 
Arculus, 20, 78, 236, 358, 292 
Argynnis, 5 

Articulation of the wings, 55 
Ascalaphus italicus^ 207 
Aspidothorax, 94 
Atrophy, Reduction by, 371 
Aulacinus fusiger, 379 
Austrolestes, 47 
Axillaris, 65, 263 
Axillary cord, 54 
Axillary excision, 60 
Axillary furrow, 59, 394 
Axillary membrane, 55 
Axillary sderites, 56 
Axillary vein, 248 

Balaga micans, 200 

Banks, Mr. Nathan, 183 

Basal anal area, 239 

Basal anal cell, 247 

Bathytaptus'falcipennis, 97, 98, 103 

Becquirdia Grehanti, 107 

Berotha insolita, 186 

Berothidae, 186 

Betten, Dr. Cornelius, 310, 31 1 

Bittacomorpha^ 36, 37 

Blastophaga, 52 

Blattidae, 123 

Bleaching wings, method of, 399 

Bomhyx mori^ SB, 116, 332 

Boyeria irene, 234, 235 

Brachynemurus longipalpus, 201 

Braconid, Wing of a, 373, 414 

Bradley, J. C, 364, 371 

Brauer, Fr., 52, 193 

Bridge, 'ormation of the, 230 

British system, 346 

Brongniart, C, 185, 305 

Bullae, 81 

Busck, A., 323 

Cabbage butterfly, development of wings 

of, 115 
Cacascia, 341, 342 
Caddice-fly, 22, 308 
CcmiSy 214 
Calypteres 55 

Campteroneura reticulata, 97, 98, 102 
Cantharis, 300 
Capnia, 252 
Capniidae, 244, 251 
Castnia, 343 
CelUhemis elisa, 1 12 

Cells of a'typical hymenopterous wing, 364 
Cerambycid pupa, 298 
Ceresa, 278 
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Ceresa horeaHs^ 275 

Ceresa dicer os^ 280 

Chaitophorus popvlicola^ 286, 287 

Chalcopteryx rutUans, 80, 233 

Chapman, R. N., 26, 27 

Chapman, T. A., 313, 317 

Chauliodes, 21, 22, 32, 73, 405 

Chauliodes pecticornis, 149, 170 

Cicada, 60, 270. 271, 272, 291 

Citheronia regalis, 336 

Chermes abietis, 287, 288 

Chermes pinifolia, 287, 288 

Chermesinae, 287 

Chief branches of the wing- veins, 65 

Chief cubito-anal cross-vein, 239 

ChirotoneleSy 40 

Chirotonetes albomanicatus, 222, 223 

Chloroperla, 251 

Chloroperla cydippe, 255 

Chrysopa nigricornis, 190, 191 

Chrysopa plorabunda, 189 

Chrysopa signata^ 189 

Chrysopidae, 189 

Clavus, 292 

Climaciella brunnea, 174 

Clisiocampa americana, 87, 116, 340 

Clothing of the wings, 64 

Clothoda nobilis, 262, 265 

Coccidae, 54, 290 

Cockroach, 73, 403 

Coleoptera, 121, 297 

Comparison of terminologies of the wing- 
veins of the Odonata, 228; Aphididie, 
289; Lepidoptera, 345; Diptera, 358 

Concave veins, 81, 405 

Coniocomposa, 2 1 3 

Coniopterygidae, 212 

Coniopteryx, 213 

Conocephalus, 128, 129 

Conops, 61, 354 

Convex veins, 81, 405 

Conwentzia, 213 

Cordulegaster diastatops, 232 

Cordulegaster sayi, 227, 236, 240 

Corium, 292 

Corodentia, 121, 258 

Corrugations of the wings, 57, 393 

Corydalinae, 170 

CorydaloideSy 94 

Corydalus cornutus, 12, 72, 153, 154, 157, 
171, 403, 405 

Corydalus prtmitivuSy 155 

Costa, 65, 390 

Costal cross-veins, 78 

Costal hinge, 59 

Costal scleiite, 57 

Costal trachea of Orthoptera, 124 

Costo-radial group of tracheae, 17,216 

Crocefilipennis, 208, 209 

Cross- veins, 76, 77, 79, 131, 235, 389, 391 

Crypioleon nebulosum, 205 
Cubital area, 239 

Cubital fork, primary, 165; secondary, 
165 



Cubitalstamm, 263 

Cubital supplement, 240 

Cubito-anal excision, 81 

Cubito-anal fold, 57 

Cubito-anal group of tracheae, 17, 216 

Cubito-anal loop, 240 

Cubito-anal sulcus^ 57 

Cubitus, 65, 390 

Cuneus, 292 

Dactylopius 290 

Damsel-fly, 224 

Definitive accessory veins, 72, 146, 403 

Dermaptera, 121, 295, 296 

Desmocerus paUiatus^ 297 

Desneux J., 135, 136 

Development, of wing- veins, 12; of the 

wings of larvae, 115; of the wings of 

nymphs, no 
Diamphipnoa, 252 
Diaphanoptera Munieri 94, 95 
Diastatomma liasina, 228, 229, 238, 242 
Dictyoneura Ubellulofdes, 100, 104 
Dictyoneuridae, 93 
Dictyopteryx, 248 
Diedrocephala coccinea 281 
Dilar atnericanus^ 185 
Dilar nokirtB, 185 
Dilar turcius, 185 
Dilaridae, 184 
Diptera, 22, 122, 347, 395 
Directions for the study of wings, 395 
Discal cell, 82 
Discal vein, 82 
Dixa, 352 

Dolichopus coquilletlif 355, 356 
Donaconelhis abyssinica, 264 
Doubleday, Edward, 5 
Draeculacephala mollipes, 281 
Dragon-fly, 224 

I Earwig, 295, 296 

Elytra, 54 

Embia, 265 
I Embia sabulosa, 263, 264 

Embia lexf^na, 263 

Embiidina, 121,262 

Embolium, 292 

Enderlein, Dr. Gunther, 18, 33, 65, 157, 
213, 244, 248, 260 

Epeorus, tracheae of, 39, 40, 45; wings of, 
74, 216, 217 

Ephemerida, 121, 214, 220, 405 

Erax, 357 

Eristalis, 357 

Erythrothrips arizona, 268 

Eubleptus danielsi, 89 

Euclea cippus, 320 

Eulonchus, 363, 366 

Eurythomopteryx aniiqua, 19, 77, 98, 103, 
106, 107 

Eusfhenia spectabilis, 247, 251 
I Evania appendigaster, 379, 381 
, Evaniellus, 381 
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Evolution, of the costa, 92 ; subcosta, 92 ; 

radius 95; media, 99; cubitus, 104; 

anal veins, 107 
Evolution and Taxonomy, 8 
Expanded humeral angle, 63 

Faltentheil, 7 

Fan-like wings, 53 

Fibula, 61 ; of Corydalus, 63; of Mnetnon- 

tea, 315 of Rhyacopkiia, 63, 312 
First Anal Vein, 65 
First radio-medial cross- vein, 167 
Fitch, Dr Asa, 304 
Fixed fan-like type, 53 
Fixed hairs, 3^3 
Flugelrippen, 4 
Folding fan-like type, 53 
Forbes, Dr W. T. M., 315 
Fossil insects, 85 
Frenatae, 8, 326 
Frenulum, 61, 330; loss of, 331 
Frenulum hook, 61, 330 
Froggatt, Walter W., 136 
Fungus gnats, 350 
Funkhouser, W. D., 271, 274 
Furrows of the wing, 58, 394 

Gall-gnat, 351 

Genesis of the Uniform Terminology, i 

Geologic Time and Formations, Chart of, 

84 
German system of terminology, 346 
Glossonolus, 278 

Gorra, 313 * ' 

Gomphus descriplus, 24, 225, 226, 227, 237, 

240 
Gonin, J., 114 
Graber, Dr. V., 2 
Gradate veins, 166, 204 
Gripopterygidae, 244, 250 
Gripop.eryx tessellata, 250 
Gypana 84ineata, 281, 282 

Haase, Dr. Erich, 6 

Hadentomum americanum, 94 

Hadroneura bohemica, 101 

Haftfeld, 323 

Hagen, Dr. H. A., 2, 5, 224; Plate by, 3 

Halteres, 54 

Hampson, Sir G. F., 346 

Hamuli, 60, 61 

Handlirsch, A., 52, 88, 89, 185, 238, 293 

Harmosles refUxulus, 59, 294 

Heinemann, H. von, 8 

Helicons, 213 

Ilelioc harts, 241 

Heliria, 278 

Hemelytra, 54, 292 

Hemerobiid group of families, 145 

Hemerobiidai, 180 

Hemerobius humtdi, 158, 159, 164, 177, 

181, 182 
Hepialidae, 318 
Hepialus, q, 82 



Hepialus sylvinus 323 

Hepialus thule, 327, 328 

Heptagenia inter punctata, 218 

Herrich-Schaff er, 345 

Hetaerina, 241 

Heteroptera, 121, 292 

Hexagenia, 219 

Hippodamia 13 -punctata, 297 

Holmgren, Nils, 135, 137, 140 

Holognatha, 244 

Homaloneura punctata, 104 

Homoptera, 121, 269 

Homothetus fosstlis, 86 

Honey-bee, 367 

Humeral cross- vein, 78, 391 

Humeral suture, 143 

Humeral veins, 81 , 343 

Hydromanicus, 312, 313 

Hymenoptera, 122, 362, 406 

Hypostigmatic space, 83 

Hypothetical primitive type, 15, 16, 64, 

388 
Hyptia, 380 

Ichneumon-fly, 69, 373 

Increase of the number of wing- veins, 70 

Inocellia longicornis, 171, 172 

Intercalary veins, 71, 74, 232, 405, 406 

Interpolated sectors, 233 

Interradial nexus, 206 

Isogenus sp., 245 

Isoptera, 121, 132 

Isolated front branch type of media, 100 

Italian loop, 240 

Ithonefulva, 176, 182 

Ithone fusca, 175, 176 

Ithonidae, 175 

Janus abbreviatus, 1*7*7, 378, 413 
Janus cynosbati, ^7*7 
Jassidae, 280, 282, 291 
Jones, P. R., 267 
Jugate, 8, 325 
Jugum, 61, 63, 327 

Kellogg, V. L., 321,323 
Kempers, K. J. W., 300 
Klapalek, Fr., 246 
Kruger, E., 299 
Kuhne, O., 300 

Labidarge dibapha, 82 
Lameere, A., 88 
Landois, H., 4, 5,320 
Lanlhus parvulus, 237 
Leonard, M. D., 112 
Lepidoptera, 25, 122, 319, 398 
Leptis, 352 
Leptocerus, 313 
Leptophkbia, 219 
Lestes, 4^, 44, 45. 47 
Lestes rectangularis, 231, 232 
Lelhocerus, 35 
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Leucotermes, 134, 135 
Leucotermesflavipes, 141, 142, 143 
Leucotermes, unknown species CMf, 142 
Limnophilidae, 38 
Liihomantis carbanaria, 90 
Loew, H., 359 
LoTftamyia, 187 
Lon|;itudinal veins, 389 
Loptdea rohinia^ 111, ii3 
Lycocercus Goldenbergif 91 
Lycomorpha constans^ 320 
LydidflB, 362 

McClendon, J. P., 189 

MacGillivray, Dr. A. D., 78, 327, 328, 364, 

368, 370, 376, 377 
McLachlan, R., 185, 305, 313 
Macrocephus satyrtis^ 377 
Macroxyela, 363, 372, 408 
ManoxyekLf 374 
Mantichora^ 299 
Mantispidae, 174 

Marginal accessory veins, 72, 147, 403 
Marginal dots or dashes, 167 
Margins ol wings, 54, 394 
Marshall, Wm. S., 324 
Mastoiermes darwiniensis, 132, 133, 134, 

135, 137, 143 
Mayer, A. G., 320 
Mayer, Paul, 88 
May-fly, 406 
Mecoptera, 121,302 
Media, 65, 390 
Medial cross- vein, 78^391 
Median furrow, 59, 394 
Median nexus, 206 
Median plates, 56 
Medio-cubital cross- vein, 78, 392 
Medius, 65 

Megalomus mceslus, 164, 183 
Melanoplus, 42, 49 
Membracidae, 274, 291 
Membranule, 239 
Mercer, W.F., 114 
Merope tuber, 302, 303, 304, 305 
Mesonemura Maaki^ 249 
Metcalf, Z. P., 271, 280, 282, 283 
Metropator pussillus, 96, 97. 101 
Meyrick, E.,313 
Micropterygida;, 313, 3^7 
Micropterygina, 313 
Micropteryx unimaculella^ 323 
Micrutalis, 278 
Mixotermes lugauensis, 94 
Mnemonica, 313, 314, 316 
Monarch butterfly, 401 
MonohammuSf 36 
Moth-like fly, 351 
Moulton, D., 268 
Musca domestical 356 
Musical organs, trachea tion of, 131 
Myiodactylidae, 193 
Myipdactylus osmyloides, 193 
Myiodactylus pubescens, 194 



Myrmeda, S2 

Myrmdeou, 197 

Myrmeleonid group of families, 145 

Myrmeleonid, Tracheation, 196, 199 

MyrmeleonidaB, 196 

Nakahara, Waro, 185 

Named cross- veins, 19 

Needham, J. G., quoted, 9, 76, 225, 231, 
235. 237, 242, 299, 304; on Myr- 
meleonid Venation, 203 

Nemoptera sinuata, 208, 210 

Nemopteridae, 208 

Nemoura, 13, 20, 108, 244, 250, 252, 253 

Nemouridae, 244, 249, 251 

Neosticta canescejis, 231 

Neuroptera, 121, IA5, 401 

Neuroptyrix appendictdatus^ 149, 151 

Newman, E., 175 

Nodal furrow, 59, 273, 394 

Nodus, 230 

Notiobiella, 179 

Notiothauma Reedi, 302, 305, 306 

Nymphes myrmeleonides, 195, 196 

Nymphidae, 195 

Oblique vein, 197, 230 

Odonata, 22, 24, 121, 224, 228 

Odonlaulacus edUus, 377, 378, 413 

Oecanthus, 130 

Ogcogaster tesselata, 206, 207 

Oligoneuria, 214 

Oligotoma saundersi, 262, 265 

Oliverina extensa, 208, 209 

Oncametopia undata, 281 

Origin of Wings, 87 

Orthemis ferruginea, 240^ 

Orthoptera, 120, 123 

Oryssus abietinus, 377 

Osmylidae, 192 

Osmylus hyalinatus, 71, 151, 152, 153, 154, 

192 
Osmylus tessellatus, 151 
Osten-Sacken, R., 359 
Outline of Laboratory Work 387 

Packard, A. S., 7 

PackardtGy 338 

Palpares aeschnoides, 164, 204 

Paleontological data, 85, 88 -^ 

Pamphilius, 363, 372, 407, 409 

Panorpa, 302, 303 

Pan/ar6e5, 354, 365 

PaoUa Gurleyi, 97, 102 

Paolia vetusla, 97, loi, 102, 105, 107 

Papilio Machaon, 6 

Papilio polyxenes, 339 

Papilionidae, 341 

Paraxenos eberi, 301 • 

Parnassius smintheus, 321 

Patch, E. M., 271 285, 289, 290 

Pelopasus cementarius, 377 

Pentatomidae, 293 

Perissoneura, 311 
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Perla, 249 

Perlidae, 244 251 

Petalura gigantea, 232 

PhanosUmta, 313 

PkUaenus lineatus, 28, 271 

Phryganeina, 307 

Phylodromia germanica, 31, 126 

Pidus LabyritUhecus, 326, 327, 399 400 

Pieris rapa, 1 14, 324, 333 

Pieridae, 341 

Planates, 205 

PlaUphemera antiqua, 86 

Plathemis lydia, 43 

Plecoptera, 121,243 

Polioptenus, 96 

Polioptenus eUgans, 108, 109 

Polystcschotes punciatus, 150, 187, 188, 402 

Polystoechotidae, 187 

PonUa protodice, 333 

Postanalfidd, 137 

Posterior arculus, 392 

Posterior lobe, 6o- 

Posterior notal wing process, 55 

Posterior tuberosity, 57 

Postnodal cross-veins, 236 

Powell, P. B., 87, 299 

Preanalarea, 58 

Preparation of specimens, 415 

Principal wing- veins, 64 

Prionoxystus robinia, 75, 335, 400 

ProUntomon, 88 

Protoherntes davidi, 155, 156 

ProloplasafiUhii, 349, 395 

Protosialis, 168 

Psectra, 179 

Pseudofouquea cambrensis, 99^ 103, 106 

Pseudo-cubitus, 190 

Pseudo-halteres, 54 

Pseudo-media, 190 

PsUopodius sipho, 355, 356 

P5(>ctw. 13, 14, 258, 259 

Psychopsid, 189 

Psychopsidae, 188 

Psychopsis, 188 

Psylla floccosa 284, 285 

Psyllidae, 283, 291 

PterOTtarceUa badia, 252 

PUronarcys, 32, 45, 246 

Pteronarcys dorsata^ 243, 256 

Pteronarcidae 244 252 

PUronidea ribesii^ 383, 412 

Pterostigma, 81, 247, 408 

Pterygogenea, 52 

Puer^ 206 

Pupal tracheoles of the wing, 1 16 

Quadrangle of the Zygoptera, 240 

Radial cross- vein, 78, 391 

Radial cuneate area, 162 

Radial planate, 206 

Radial sector, 66, 390; in butterflies, 343; 
division of the stem of, 180; ntimbering 
of the branches of, 156; pectinate type 



of, 404; suppression of the dichotomy 
of, 147, 148; suppression of the stem of, 
180; switching of the base of, 376, 4135 
two types of, 95 

Radio-medial cross- vein, 78, 391 

Radius, 65, 390; Dia^nsmis of several 
types of, 148, 404; Diagrams of the 
typical and of the hymenopterous, 367, 
411 

Rapkidia adnixa, 172, 173 

Raphidiidffi, 171 

RapismaviridtpenniSf 176, 177 

Reaumur, 320 

Recurrent vein, 166 

Redtenbacher. Josef, 2, 4, 5. 6, 11, 65, 85 

Reduction of the nimiber of wing- veins, 67 

Rexavius japonicus, 186 

Rhatnphomyia, 355, 366 

Rhogas parasiticus, 414 

Rhyacophila, 37, 38, 311 

Rhyacophila fuscula, 308, 309, 311 

Rhynchocephalus, 347 

Rhyphus, 68, 79, 347, 388 

Ris, F., 248 

Rosen, Kurt von, 135 



Sabatincay 314 

Saltatorial Orthoptera, 127 

Satnia cecropaea, 33 

Saussure, H. F. de, 5 

Scales, 319 

Scenopinus, 354 
' Schafifer, 320 
I Schizoneura americana, 287 
I Schizoneura rileyi,2SSt2S6 

Scott, G. G., 43 
I Scudderia, 129, 131 
' Second Anal Vein, 65 
I Secondary anal vein, 238 

Secondary longitudinal veins, 71 
I Sectoral cross-vein, 78, 391 

Selys-Longchamps, Baron de, 5, 224 
I Semidalis aleuroaiformis , 212, 213 

SemcBodogasterbarticensis, 3S0 

Semper, Carl, 4, 320 

Serial veins, 69 , 376, 4 1 3 

Sharp, David, 2, 313, 346 

Shelford, V. E., 299 

Sialis, 13 

Sialis infumata, 168, 169 

Sialidae, 168 

Sialinae, 168 

Silvestri, F., 135, 136 

Siphlurus, 220 

Sirex, 383, 413 

Siricid, 413 

Sisyra, 405 

Sisyra fiavicomis, 149, 158, 177, 178 

Sisyridae, 177 

SmiUa camelus, 279 

Smith, Miss Lucy W., 244, 256 
] Smith, Mr. R.C., 189 

Spangbergiella, 2S3 
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Spaniodera ambulans, 91 

Specialization by addition, 70 

Specialization by reduction, 67 

Spermophorella^ 187 

Sphecius speciosus, 362 

Spreitentheil, 7 

Spuler, Dr. Arnold, 6, 7 

Spurious vein, 358 

Squamae, 55 

Stacheln, 323 

Staudinger and Schatz, 345 

StenobieJla, 187 

Stenodiciya, 96 

Stenodictya lobata, 18, 90, 93, 100, 108 

Stenophylax, 39 

Stenopsocus, 260 

Steps in the Specialization of Wings, 118 

Slhenopis, 328, 329 

Stigma, 81, 229, 408 

Stratiomyia^ 358 

Stratiomys, 359 

Strepsiptera, 54, 121, 301 

Strickland, H. E., 238 

Stygne Rosmeri, 98, 99, 104, 105, 106, 107 

Subcosta, 65, 39; three types of the, 93 

Subcostal area, 79 

Subcostal fold, 57 

Subnodus, 230 

Subquadrangle of the Zygoptera, 241 

Subtriangle, 239 

Sulc, Karel, 28, 271 

Supertriangle, 237 

Supplements, 234, 235 

Supplemental anal loop, 240 

Symmathetes contrarins, 202 

Sympherobiidae, 178 

Sympherobius amiculus, 179 

Synthemis, 235 

Systdlognatha, 244 

Tabanus, 68, 359 

Teaching of the Uniform Terminology, 382 

Tegmina, 54 

Tegula, 54 

Telamonanthe pulchella, 279 

Telmona, 278 

Teratembia geniculata, 265 

Terminology of the cells of the wing, 79 

Termopsis, 135, 143 

Termopsis anguslicollis, 132, 138, 139, 

140, 141 
Terrestrial Trichoptera, 313 
Thelia bimaculata, 270, 275, 276, 277, 278 
Therva, 353 
Third Anal Vein, 65 
Thoracic supports of the wings, 55 
Thryidopteryx ephemerceformis, 62, 330 
Thysanoptera, 121, 267 
Tillyard, R. J., 43, 47, 48, 49. 83. 157. 175, 

182, 189, 225, 231, 237, 240 
Tiphia, 364 
Tiptda, 357 

Tomalares clavicorniSf 200 
Tower, W. L., 87, 299, 322 



Trachea, transverse basal, 216 

Tracheae, basal connections of, 25, 27; 

typical condition, 29; in a coctoroach. 

31; Pteronarcys, 32; Chauliodes, 32; 

Anther<ga, 33; notonectid nymph, 34; 

corisid nymph, 34; Lethocerus, 35; 

Monohamus, 36; Bittacamorpha^ 37; 

Rhyacophila, 38; Linmophilidae, 38; 

Stenophylax, 39; Epeorus, 40; Chiroio- 

netes, 40; Apis, 41; Melanoplus, 42; 

Anax, 44,- Lestes, 44; Blattidae, 124; 

Saltatorial Orthoptera, 127; Membra- 

cidae, 274 
Tracheae, Limitations to the value of, 24 
Tracheation of the Wings, 12, 19, 414; 

eccentric, 23; increased, 21; simpler 

type of, 21 ; variations in, 20 
Tracheen, geknauelten, 4 
Tracheoles, distinction between tracheae 

and, 113; larval tracheoles of the wing, 

116 
Transverse basal trachea, 17 
Transverse cord, 82, 247 
Tremex, 2$, 369 

Triangle of the Anisoptera, 236 
Trichoma, 187 
Trichoptera, 22, 122, 307 
Trigonal fork, 206 
Trigonal planate, 206 
Truss cell, 203 
Tuberosities of the base of the wing, 57 

Ululodes hyalina, 150, 206 

Vanduzea, 278 

Vanduzea arquata, 278, 279 

Vanessa^ 4 

Veins of the anal area, 66 

Veins of a tjrpical hymenopterous wing, 

364 
Veins Cu2 and the second anal vein, 

coalescence of, 355 
Veins M3 and Cui, coalescence of, 353 
Vein M4, loss of, 348 
Vena media, 65 
Verson, A., 87 
Walsh, B. D., 224 
Weele, Dr. H. W. van der, 155 
Westwood, J. O., 239, 304 
Williston, S. W., 359 
Wing-buds, 114 
Wing process of the pleunmi, 55 
Wings, different types of, 53 ; f imdamental 

structure of, 53 ; presence or absence of. 

52 
Wood-Mason, J., 262 

Xantholobus trilineatus, 279 
Xenoneura antiquorum, 85 
Xiphidium, 127 
Xyelidae, 362 

Zygoptera, 24 
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